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OpOrHe YHTaTeld BaBHIIOBCKOTO KypHasia
TEHETHUKH U CeJEKInn!

[lepen Bamu HOMEp, MOCBSLIEHHBIN
50-neruemy romiero BOI'uC. A66peBuarypa
BOI'uC umeer nBa 3HaueHus — BcecorozHoe o01ie-
CTBO T'€HETUKOB M cenekiuonepos um. H.U. Ba-
BuitoBa (1o 1992 r.) m BaBuioBckoe o01ecTBo
TEeHETHKOB U CeNeKInOoHepoB (mocie 1992 r.).

[lepBrIil yupenutenbHblil che3n Beecoros-
HOI'0 O0IEeCTBa IEHETHKOB M CEJICKIIMOHEPOB
um. H.W. BaBuiioBa npoiuen B MockBe B Mae
1966 . Ha 0a3ze I'maBHOTO OOTAHMYECKOrO caja
AH CCCEP. IIpesnnenTtom obmiecTBa ObUT N30paH
akaneMuk b.JI. ActaypoB, YUEHHUK U COTPYIHUK
H.K. Konb1iioBa — 0HOr0 U3 OCHOBATEIEH OTEUe-
CTBCHHOM I€HETUYECCKOM IIKOJIBI.

Cosganne reerudeckoro oodmecrea B CCCP
CTaJI0 BO3MOKHBIM OJaromapsi BOCCTaHOBIICHUIO
TEHETUKH B MpaBax Mocje ATUTENbHBIX TOHEHUH.
B coBetckuii mepuos 00IIecTBO HACUUTHIBAIO 00-
nee 10000 wieHOB, OBLTO IPOBEICHO MIECTh ChE3-
1oB (1966 u 1972 rr. — Mocksa, 1977 — Jlenunrpan,
1982 — Kumunés, 1987 — Mocksa, 1992 — MuHCK).
Ha mocnegneM, 6-M che3lie B CBSI3HM C JTUKBHUIA-
uueit CCCP 0buT0 HPUHSTO pEIeHUE O MpeKpa-
IIEHUH CyIeCcTBOBaHMs BcecorozHoro obmiecTra
TEeHETHUKOB U cenekunoHepoB uM. H.W. Basunosa.
B sToM ke roay yupexneHo BaBuiosckoe o0rie-
CTBO T€HETHKOB M CEJIEKIIMOHEPOB, KOTOPOE CTAIIO
MIpaBOIPEEMHUKOM Bcecoro3Horo odmecTsa, mo-
9TOMY CETOJHsI MBI 10 MpaBy oTMeuaeM SO-TeTHUI
to6miteit BOI'uC. OdurranbHbIe TOPKECTBEHHBIC
Mepornpusatus npounyt 8—10 HOs6ps 2016 T
B MockBe B paMKax rOOUJICHHON KOH(pEpEeHIUU
(http://50.vogis.org/).

Co must yupexaeHnus BaBuimoBckoro
0o0mrecTBa TEHETHKOB H CEICKIINO-
HEpPOB, TaK K€ KaK M B COBETCKHI
MEepHUOJ], YCIEIN COCTOATHCSA MIECTh
cwe3noB (1994 r. — Capatos, 1999 —
Canxr-ITerepOypr, 2004 — Mocksa,
2005 — Omck, 2009 — Mocksa, 2014 —
Pocro-na-Jlony). Ceiiuac o0mecTBoO
HacuuThIBaeT 0koJio 2 500 4IeHOoB, B €ro
COCTaB BXOIAT 29 OTHeIeHHH, IeHCT-
Byromux B 32 cyOnrekTax Poccuiickoit
denepanuu.

IIpesugentamu BOI'uC B pasHble
rogsl OblH akagemuku b.JI. Actay-
pos, H.B.Typoun, H.II. boukos,
B.A. Ctpynnukos, C.I. are-Beuto-
MoB, B.K. Ilymuslii. B HacTosmee Bpe-
Msi 00IIECTBO BO3IVIABIISIET aKaJIeMHK
N.A. TuxoHOBHY.

Baxueiimas muccuss BOT'uC — nnre-
rparonHast. Jlo peopmsr PAH u co3-
naang PAHO umenno BOI'uC 6w110
opraHu3anuel, oObCAMHIBIICH TCHE-
THUKOB U CEJIEKI[HOHEPOB, PabOTaBIINX
B MHCTUTYTAaX, KOTOPHIE TECATUICTHAMHU
OTHOCIJINCH K Pa3HBIM BEIOMCTBAM
(AH CCCP u BACXHMWJI - B coBeTckuii
nepnon, PAH u PACXH — B moctcoBeT-
CKOE BpeMms).

Hpyras Baxxnas 3agada BOI'nC — co-
JIefiCTBHE TIOBBIIIICHUIO YPOBHS T€HETH-
YeCKOro 00pa30BaHusl B BBICILICH IIIKOJIE,
yIy4IlIeHUE KBUTU(DUKALIUK [IPEro/iaBa-
Tenei. ['eHeTnka — ogHa W3 HambOoIee
JTUHAMAYHO PAa3BUBAOIIIXCS 00IacTei
coBpeMeHHOU Hayku. [locTosiHHBIE
KypCHI TOBBIIIECHUS KBadu(DUKAIINH,
Ha KOTOPBIX MPETIOABATEIN TTOTyYaIOT
HOBEHILINE 3HAHUS OT UCCIleJoBaTeleH
13 TEePBBIX PyK, KpaifHe HEOOXOomu-
MbI. [IepBBIil ceMUHap MO IE€HETHKE
JUIsL TIpernofaBareieil yHUBEpPCUTETOB
COCTOSUICA €lle B MPEIABepHUHU CO3/1a-
nust BOT'uC, 16 despans—13 mapra
1965 ., B MockBe. Cpenu JI€KTOpOB
6pimn H.B. Tumodeen-PecoBckuit,
M.E. Jlobames, A.A. IIpoko¢pnena-
benwsrosckas, b.JI. Acraypos, A.H. be-
nmo3epckuii, B.A. Ourensrapar. C Tex
0P TaKWe MEPOIIPHUSATHUS IPOBOIMINCH
perymsipuo. Ilocnennue U3 HUX ObUTH
oprannzoBasbl B 2013 n 2014 rr., n Ha
Ka)XJOM BBICTymano 6oxnee 30 jexTo-
POB — BelyLIMX YYEHBIX B 00JIacTy re-
HETHUKH, IBOJIOIHH, CEJCKIHUH, MOJIe-
KYISIpHOW OHMOJIOTUU W MEIUITHCKOMH



Ycras
BcecoiogHoro odujecTBa reHETUKOB
M CEAEKIVIOHEPOB
um. H. V. BaBuaoa
npu Axapemmn nHayk CCCP

[MPESUANYM AKAJEMUHU HAYK COIO3A CCP

NMOCTAHOBJEHHUE
oT 23 centsndps 1966 rona Ne 658

r. MockBa

O6 ycraBe BcecowsHnoro oGuiecTBa re-
HETHKOB H CeJIeKIHOHEepoB (mpeacrasie-
Hue CeKUHH XHMHKO-TeXHOJNOIHUeCKHX H
6HOJIOTHUECKHX HAYK)

IMpesnauym Axagemun CCCP TIOCTAHOBJISET:

1. YrBepauts Ycras BcecolosHoro oblulecTBa IeHETHKOB
W CeJeKIMOHepOoB, ONOOPeHHbIl YuUpeHTeJbHbIM Cbe3l0M
O6mecrsa 31 mas 1966 r. (mpraOKeHHE).

2. Boittu ¢ xoparaiicrBom B Coser Munncrpos CCCP
0 npHcBoeHHH Bcecoio3HoMy 0OLUeCTBY T€HETHKOB H CeJleK-
1MorepoB umenn akajemuka H. M. Basuiosa.

[Tpesnaent
Akajemuun nayk CCCP
akanemuk M. B. KEJI /bl

[n1aBHBI yueHbI ceKperapb
[pesunnyma Akagemun nayk CCCP
axanemuk f. B. [I[EHBE

reHeTuku. [IpoBesieHne ouepeHbIX KypcoB 3allIaHPOBAHO
B HoBocubupcke B 2017 .

Kpome Toro, exxeroqHo B pas3HbIX ropopax Poccum mog
srunoit BOI'nC npoxoaut Oosee pecsiTka KPyIHBIX OTede-
CTBEHHBIX 1 MEXKIyHapPOIHbIX HAYYHbIX MEPOIIPUSATUIL, OCHOB-
Has IeTTb KOTOPBIX — OOCYXK/IEHHE HOBEUIINX TOCTHKCHUN
1 pa3BUTHE COTPYAHNUUYECTBA B 00IACTH I'EHETHKHU M CEJIEKIINH.

JKypHa, KOTOpBIN BB A€PKUTE B pyKaX, NEPBOHAYAIBHO
BO3HHK Kak meqatHsii opran BOIuC (8 1997 1) u mo 2011
Hocuia Ha3Banue «Bectuuk BOI'uCy.

B Texyiem HoMepe, TOCBsIIEHHOM S50-JIeTHEMY FOOHIIeHO
BOI'uC, BHIMaHUIO YHTaTeNeH MpemIoKeHB 0030pHbBIE
CTaThH, 3aTParuBaIOIINE KITIOYEBbIC HAITPABICHHS TCHETHKH!

ITpurosenue
& [ocranosrenuto I1pesuduyma AH CCCP
or 23 centabps 1966 2. Ne 658;
x Hocranoeaenuio I1pesuduyma AH CCCP
or 25 aneapsa 1973 e. N 102

YCTAB

BCECOIO3HOIO OBUIECTBA
TEHETUKOB U CEJIEKILHOHEPOB
um. H. U. BABHJIOBA

I. OBUIHE MOJIO)KEHMWS, UEJH M 3ALAYHU OBLIECTBA

§ 1

Bcecolo3Hoe 06LIECTBO FEHETHKOB H CeJIeKIlHOHEpPOB sIB-
Jgercs 106POBOJBHON HayUHO-OGLIECTBEHHOI OpraHu3alueii
rpaxjgan CCCP, Beaymux pa6oTy B 006JacTH TeHETHKH H
CeJTeKIHH.

S 2
Beecotodnoe 0OLIECTBO TeHETHKOB W CEJIEKIHOHEPOB
cocroutr npu Orjenenun obuieit Onosornn AkajgeMun Hayk
GEERS
§3

OcHoBHBlE LlesqM M 3ajdaud Bcecolosnoro obuiectBa re-
HETHKOB M CeJIEKIIHOHEPOB:

a) aktusHoe yuactde B passuthi B CCCP Bcex orpac-
Jiefl TeHeTHKH H CeJeKIHH Ha OCHOBE JaJbHeHIIero BCKpbiTHS
06bEKTHBHBIX 3aKOHOMEDPHOCTEN HAacAeACTBEHHOCTH M  H3-
MEHUMBOCTH JKHBBIX OPTAHH3MOB ¥ NpHBJeueHHe paboTHUKOB
HayKH © NMPAaKTHKH K pPeIeHHIO HapoAHOXO3sfCTBEHHBIX
3ajau;

6) comeiictBue useHam OGIuecTBa B MOBBIILEHHH HX
KBaJH(HKALHK, B OPTaHH3AUHH HCCIAeOBAHMIl, peanu3auun
pe3yJbTaToB HX HayuHbIX paboT, a TakXe B YCTaHOBJIEHHH

4

9BOJIIOIIMOHHYIO TE€HETHKY, TCHETHUKY Pa3BUTHS, TCHETUKY
YeJIOBEKA, FCHETUKY KUBOTHBIX U T€HETUKY pacTeHUl. boiib-
I10€ BHIMAHHUE YAEIEHO aKTYalIbHBIM TEXHOJIOTHSIM TEHETHKHI
W CEJICKIIMHU: TEeTEPO3NUCY, METO/IaM TOIyUCHHS yABOCHHBIX
raruion/I0B, MapKep-OpHEHTUPOBAHHON CEJIEKIIMH, MOAXO0-
JlaM T€HETUYECKON MH)KEHEPUH U IPOPBIBHON COBPEMEHHOM
TEXHOJIOTHH — TeHOMHOMY PEIaKTHpOBaHMIO. B 3akimouenne
MIPE/ICTaBICHbI 0030PHBIC CTAThH IO pe3yJibTaTaM Mpejce-
JIEKIIMOHHBIX MCCIIEIOBAHUHN 1 TOCTIKEHUSIM TIPAKTUIECKOI
CEJICKIIHH.

[To3npaBnsieM TeHETUKOB M celieKuuoHepos Poccuu
¢ robneeM BaBmitoBckoro o0ImecTBa 1 jkeraeM TBOPIECKIX
ycnexos!

Axaoemux PAH B.K. [LlymHuuii,
Ipesuoenm BOI'uC ¢ 2004 no 2014 2.,
nvine — [ouemmnwiti Ipezudoenm BOTuC
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dsontouus 1 BUAoo6pasoBaHue 3
OB30P

HekoTopblie pe3yabTaTbl MOJIEKYISIPHO-
dumnoreHeTMYeCKX MCCIedOBaAHNI
OaliKaJIbCKUX SHIEeMUYHbBIX 0€CIIO3BOHOUHBIX

A.JO. Ilep6axos! 2@, M.B. Kosaaenkosal, O.0. Marikopal

T MepepanbHoe rocyaapCcTBEHHOE GIOKETHOE yupexeHne HayKu STMMHONOTMYECKU MHCTUTYT CUBMPCKOTO OTAeNeHNs

Poccuiickoi akapemun Hayk», ipkyTck, Poccna

2 (Den,epaanoe rocyfapcreeHHoe 6loKeTHOE o6pasoBaTeanoe yypexaeHue Bbicllero OGpaBOBaHI/Iﬂ

«MpKyTCKMI rocyaapcTBEHHbIN yHUBepcuTeT», MpKyTck, Poccna

Baiikan n Hacensiowas ero dayHa cTany 06bEKTOM CUCTEMATAYECKUX
3BOIOLIMOHHBIX UCCNIEA0BaHNI 6ornee BeKa Ha3ag. Mo mepe pa3Bu-
TVA METOAMNYECKOro apceHana 61onorin NpakTMyeckn Bce noaxoabl
6bINV NCMOMNbB30BaHbI U AN BbIACHEHUA NMPOVCXOXAEHNA HAaceNeHus
Baiikana. Hactoawui 0630p nNocBsLeH B OCHOBHOM UTOraM NpuMeHe-
HVA MeToAoB doneKynAapHoi dprnoreHeTKN. ickniounTenbHoe
TaKCOHOMUYecKoe 6OraTCTBO 03epa, KosloccanbHoe pa3Hoobpasue
610TONOB 1 6OMNbLION 0OBEM 3HAHUI O CaMbIX Pa3HbIX acMeKTax GyHK-
LIMOHNPOBaHWA 6aiiKkanbCKON SKOCUCTEMbI NO3BONAIOT UCCe0BaTh
TaKuve AeTany MeXaHU3MOoB BMLO00OPA30BaHNA, KOTOpble B APYTHX
06CTOATENbCTBAX FOPA3A0 MeHee JOCTYMHbI. [MaBHble 06Lue yepTbl
COBPEMEHHbIX IBOJIOLIMIOHHbIX NMPOLLeCCOB B 60raTbix BUAAMU rpyn-
nax 6ecrno3BOHOYHbIX COCTOAT B TOM, YTO, BO-NEPBbIX, GONbLUVHCTBO
13 HX MONIOLIO OTHOCUTENbHO balikana, BO-BTOPbIX, B TOM, YTO BULO-
obpa3oBaHuMe NPOUCXOANT CUMMATPUYECKM, MOCKOSIbKY, HECMOTPSA

Ha CBOW pa3Mepbl, reosiornyeckas nctopus baiikana nvweHa anumso-
[OB ero nofpasaeneHHoCTy, 4OCTaTOYHO JONTOBPEMEHHON A anso-
naTpuyeckoro BMJoo6pa3oBaHua. PenpoayKTrBHble 6apbepbl, ckopee
BCero, 06pa3oBanuCb B COOTBETCTBUM C [JOBOJIbHO C/IOKHbIMY CLIEHA-
puAMY, KoTopble GOPMMPOBANKCh NOJ AeCTBMEM MOBANbHbIX K-
MaTUYecKmnx NpoLeccoB. 3TO NPUBOAWIO K AAEPHbBIM U MUTOXOHAPU-
arnbHbIM MHTpPOrpeccrsam. BoamoxHo, B pesynbrate 31oro B baiikane
LUIMPOKO PacnpoCTpaHeHbl nepexofHbie GopMbl OPraHU3MOB, a TakCo-
HOMWYECKUIA CTaTyC MHOTUX U3 HUX OMPEeAENTb OUYEHb CITOXKHO.
MHTepecHO 0CO6EHHOCTbBIO Tak»Ke OKa3anoch NPakTMYecKm rnosiHoe
OTCYTCTBME SKCTNEePVMEHTASIbHbIX CBUAETENIbCTB KOIBOMIOLVN BUAOB,
3KOJMOrMYeCcKm TeCHO CBA3aHHbIX APYT C Apyrom. B 063ope paccmoTpe-
Hbl pPe3ybTaTbl SBOJTIOLMOHHbIX NCCNef0BaHUi, B OCHOBHOM MOCBS-
LLieHHbIM ByKeTam BUAOB — MOHOGUANTNYHBIM FPyMnMnam OpraH1M3mos,
KOTOpble 06ecrneunBaloT NCKIIOUMTENTbHO BbICOKOE BUAOBOE Pa3HoO-
obpasue balikana u mexaHn3mbl GOPMUPOBaAHMNA KOTOPbIX BO MHOrOM
OCTaloTCA 3araflouHbIMU.

KnioueBble cnosa: bankan; 6|/|opa3Hoo6pa3|/|e; MeXaHM3Mbl 3BOJTIOLNNA.
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Recent results of molecular-
phylogenetic studies of endemic
invertebrates inhabiting Lake
Baikal

D.Yu. Sherbakov! 2@, M.V. Kovalenkoval,
0.0. Maikoval

! Limnological Institute SB RAS, Irkutsk, Russia
2 |rkutsk State University, Irkutsk, Russia

Lake Baikal and its invertebrates became a subject

of systematic evolutionary studies more than a century
ago. Exceptional taxonomic diversity of the lake’s
fauna, high variability of habitats and large volume

of auxiliary knowledge on the ecosystem enables one
to study fine details of speciation mechanisms hardly
accessible in other model systems. Parallel to the
development of technological and methodological
potential of biology most of new approaches were
employed in studies of Lake Baikal. This review

deals mostly with the results obtained during last

two decades by means of molecular phylogenetics.
The main common features found to date include,

first of all, a relatively young age of the most recent
common ancestor of the majority of species flocks.
Second, it was found that almost all speciation events
studied took place in sympatry and according to

quite complicated scenarios. The latter is due to

the fact that in the course of geological evolution

of Lake Baikal there were no or very few episodes

of its fragmentation sufficiently long for allopatric
mechanisms to leave detectable traces. Reproductive
barriers may temporarily disappear causing frequent
mitochondrial or nuclear introgressions. As a result,
intermediary forms of organisms of unclear taxonomic
identity are a common occurrence. Another interesting
feature is a practically absolute absence of evidence
for co-evolution even of ecologically tightly connected
organisms.

Key words: Lake Baikal; biodiversity; speciation.



CCJIEIOBaHMSI BOJIOIMOHHON HcTOprH (OpPMUpPOBa-

HUS COBpeMEHHOU ¢ayHbl balikaima Hayaauch yxe

6onee Beka Hazax (Koxos, 1950) u nponomkatores
JIO HACTOSILIEro BpeMeHu. B HacTosiem 00630pe Mbl paccMo-
TPUM HEOOIBIITYIO X YaCTh, & IMEHHO T€, 9YTO, OCHOBEIBASIChH
Ha HCIIOJIB30BAaHUH METOIOB U IOAXOJOB MOJICKYISPHOU
(bHHOFeHCTl/IKI/I, HUMCJIM 1CJIbIO BBIACHUTHL MEXaHU3MBI IIPO-
UCXOXKJCHUS COBPEMEHHOTO pa3HO00pa3us OeCII03BOHOYHBIX
B baiikane.

HepBbIe PE3YJIbTAThl B 3TOM HAaIIPaBJICHUM ITOJTYUCHBI B KOH-
1€ TIPOIILIOTO BeKa M CYMMHPOBAHBI B HECKOJIBKUX 0030pax
(Sherbakov et al., 1998; Cristescu et al., 2010; von Rintelen et
al.,2014). B 0CHOBHOM OHH CBOIMJIUCH K IIOMCKaM OTBETa Ha
JTOJITO BOJTHOBABIIIMI MHOTHX OFOJIOTOB BOIIPOC O TOM, MOJIO-
st FUTH APEBHsIA (hayHa HAaCeIsieT COBPEMCHHBIH baiika, wmy,
WHBIMU CJIOBaMH, O TOM, YIACTCsI JIM JJOKa3aTh OKeaHCKOE ITPOo-
HCXOXKJCHNE COBPEMEHHBIX HanOoJIee pa3sHOOOpa3HBIX TPYTIIT
opraun3mMoB (Brooks, 1950; Kozhov, 1950). Ucnonb3oBanue
TUIOTE3bl MOJICKYJIAPHBIX YaCOB U JJAHHBIX O CPaBHCHUH
HYKJICOTHIHBIX TTOCIIEIOBATEIbHOCTEH MUTOXOHIPHATBHBIX
U SICPHBIX TCHOB TIO3BOJIMIIH JOBOJIBHO OBICTPO YCTAHOBUTS,
4TO B 3aBUCHUMOCTH OT I'pyHIibl M3y4Ya€MbIX OpraHU3MOB
MIpaBbl CTOPOHHHUKH 00EMX TUIOTe3 — M 00 OTHOCHTEIHHON
MOJIOZOCTH, ¥ O IPCBHOCTH COBPEMCHHOM (DayHBI.

Oxazaock, 4To y OOJIBIIMHCTBA OOraThlX BUIAMH I'PYIII
YKMBOTHBIX HanboJIee HeJaBHAI OOTINIA TPEIOK AeHCTBUTEIh-
HO CyIIECTBOBAJI B HaUaJIe INICHCTOICHA MIIH HEMHOTO paHee,
T. €. B IPOMEKYTKE OT IMMPUMEPHO IIATH 0 JABYX MUJIJIMOHOB
net Hazan (Sherbakov, 1999). 3to cymecTBeHHO MEHbIIIE, YeEM
TeOJIOTHYECKast OICHKA BO3PACTa HEMPEPHIBHO CYIICCTBYIO-
IIEro KpyIHOTo 03epa B Ipejesiax coBpeMeHHoro baiikana,
kotopast coctasisier 25-30 muH et (Mar, 2015). Oxgnaxo,
Harpumep, Oaiikanbsckne amdumnosns! (Sherbakov et al., 1998;
MacDonald et al., 2005) u xupoHomuasl pona Sergentia
(Papoucheva et al., 2003; Kpasmosa u ap., 2015) mo Bo3pa-
CTy CBOMX ONMKaUIIMX OOMIMX MPEAKOB BIIOJIHE CPABHUMBI
¢ baiikamom. Uem o0yciioBiicHa Takasi pa3HHIIA U B YEM CO-
CTOUT NMPUYHHA OTCYTCTBHS MPOMEKYTOUHBIX 3BEHBEB — 110
CHUX TIOp ocTaeTcs 6e3 00bsICHEHUS.

31ech HE0OX0AMMO YTOYHUTb, YTO I10]] BO3PACTOM I'PYIIIBI
MMOHUMAIOT OOBIYHO HAWMEHBIIIEE BO3MOKHOE BpPEMsI CyIIle-
CTBOBaHMS OOIIIETO MTpeKa BeeX mocienoBarensHocTer JTHK,
oxBaueHHBIX aHanu3oM (tMRCA). MIMeHHO 3Ty BelIHYHHY
U TIPUHATO WCIIOIB30BATH B KAaUYeCTBE MPHUOITH3UTEIBHON
OIICHKHU Bo3pacTa BuAoB. OIHAKO CIEAyeT OTAaBaTh cede
OTYET B TOM, YTO CPaBHEHHUE ITOCIIE/IOBATEILHOCTEH PA3HBIX
TEHOB MOYKET TIPUBOANTE K Pa3UIHBIM pe3ynsrataM (Roos et
al., 2011; Oliver, 2013). Uem Momoxe CpaBHUBACMBIC BUIBL,
TEM BBIILIE PUCK TOSBICHUS PE3KO Pa3JINYAIOIINXCS OLEHOK
BO3pacTa OMHUX M TeX K€ BUJIOB, ITIABHBIM 00pa3omM, M3-3a
HETIOJTHOTO PaCXOXKICHHUS MPEIKOBBIX JTHHUH U MUTOXOH/IPH-
ajpHOM b0 simepHoi Tpancrpeccun (Bossu, Near, 2009;
Roos et al., 2011; Oliver, 2013; Drovetski et al., 2015).

JlefiCTBUTEIBHO, TIPU HUCCICTOBAHUU HEKOTOPHIX OTHO-
CUTCJIbHO MOJIOABIX 6yKeTOB BHUJ0B MOJIJIKOCKOB 3HJICMUHY-
HOTO ceMeiicTBa racTpomnon Baicaliidae n monmxer pona
Manajunkia BBISICHIIIOCH, 9YTO, HECMOTPSI Ha CPaBHUMYIO
CKOPOCTh (DUKCAIIMK HYKJICOTHUIHBIX 3aMCH Yy UCIIOJIb30BaH-
HBIX B 9THX MCCIIEIOBAHUIX SIIEPHBIX 1 MUTOXOHIPHATBHBIX
MapKepoOB, TOTOJIOTHHA COOTBETCTBYIOIIHNX JCPEBHEB I'CHOB
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pe3ko paznuunsl (Ilepetoanna u np., 2007; Peretolchina et
al., 2009; KoBanenkosa u zip., 2015). Takne HeCOOTBETCTBHUS
00BSCHUMBI MUTOXOHIPUAILHBIMHA U SIIEPHBIMH HHTPOTPEC-
CUAMU, U, KaK IPpaBuiio, UX CBA3BIBAIOT CO BPCMCHHBIMU Ha-
PYLIEHUSMH PENPOAYKTUBHOTO Oapbhepa B 00CTOATENBCTBAX,
KOT/Ia OJIMH M3 BUJIOB TOPa3o Oojiee MHOTOUYHCIEHHEE, YeM
npyroii (Bossu, Near, 2009; Thompson et al., 2010; Nevado
etal., 2011; Roos et al., 2011; Drovetski et al., 2015).

Ha nipoTshkeHn# MociiefHIX ABYX I€CATHIICTHH aKIeHT 3BO-
JIIOLIMOHHBIX UCCIIEI0BaHUM Ha baiikaie cMecTuiics ¢ MOIbl-
TOK HCII0JIb30BaTh MOJIEKYIAPHYIO (PUITOTCHETHKY /IS Lieseit
CHCTEMAaTHKI /WX JIJIsI OLIEHKH BO3PACTOB ABOJIFOIIMOHHBIX
CO6bITl/Il71 B CTOPOHY U3YUCHUSA MUKPOIBOJJIIOIMOHHBIX U I10-
MYJSIIIMOHHBIX TTPOIIECCOB. DTO 00YCIIOBIEHO HE TOIBKO TeX-
HOJIOTHYECKUM TIPOTPECCOM, CAETABIINM MTOA00HBIC PaOOTHI
BBITIOJTHUMBIMHU, HO TAK)KE TEM, YTO OHU B HAMOOJBIIIEH CcTe-
[IEHHU UCIIOJIB3YIOT IpenMyLiecTBa balikana Kak yHUKaJIbHON
MIPUPOHOM SBOTIONMOHHOI 1aboparopuu. [lomyssiunonHbIe
MIPOLIECCHI, KOTOPBIE MOYKHO MCCIIEIOBATh C TOMOIIIBIO aHAIN3a
MOJUMOP(H3MA MOJIEKYIAPHBIX MPU3HAKOB, BKIIIOUAOT B Ce0s1
JieMorpapryecKiue U3MEHEHHNS, MUTPALIIIO U ITOMYJISIIHOHHY IO
CTPYKTYpY (IIOApa3aeIeHHOCTh ) Buaa. BypHas reonornueckas
ucropus baitkaia 00yci0BHIa CHIIBHOE BINSHHE T€0JI0TnYe-
CKHUX COOBITHH M TNIOOAJILHBIX SKOJIOTMYECKUX N3MEHEHHUH Ha
CTpYKTypy 3kocucremsl. IIpu aToM Bee Hacenenue balikana
CHHXPOHHO CTaJIKHBAJIOCh C ITI00ATbHBIMH BBI30BAMH U BCE
OPTaHM3MBI JIOJDKHBI OBUIM TaK MJIM WHA4Y€ B 3aBUCHMOCTH
OT CBOUX Tpe60BaHHﬁ K HUIIOEC MPEO0JICBAaTh 3TH BbI3OBbLI
(Fazalova et al., 2010).

[TockonbKy OOBIYHO OLIEHKA 0)KHAAEMOTO BPEMEHH CyIIe-
CTBOBaHUs BUJ1a KOJ'le6J'IeTC$I OT COTCH ThICAY 10 MHUJIJIMOHOB
neT, (PUIOTEHETHUECKOe AEPEBO Jaxke MpPHU IMPUMEHEHUHU
a0COJTIOTHO HA/IC)KHBIX METOIOB OIICHKH BO3pAacTa HE MOXKET
Jiath MH(POPMAIINIO 00 OTHOCUTEIBHO OBICTPBIX (PHIOTCHETH-
YECKUX COOBITHSX, TPOUCXOJMBIINX B OTBET HA OTHOCUTEIEHO
KOPOTKHE (MIIYKTyalll OKpY>Karolel Cpeibl, KOTOpbIE JOCTH-
rajiy BIIEYaTIIIONIEro pa3Maxa 1 OKa3aju BIUsHUE Ha OHOTY
Baiikama (Benson et al., 2012; Taylor et al., 2013). OueBuano,
B OCHOBHOM Yy BH/IOB, HEPEKUBIINX KaTAKIM3MBI, CIEITyeT
0XKHJIaTh CJIEI0B JeMOrpadueCKUX 3MEHEHHUI: BBIMUPAaHHH,
B3PBIBOB YHCIIEHHOCTH, MUTPAlnii U HApyIIEeHUH PenpoayK-
TUBHBIX 0apbepOB MO OTHOMICHHUIO K CECTPUHCKUM BHIAM.

Heo0x0auMo OTMETHTB, YTO, HECMOTpPS Ha OOJIBIINE JIH-
HEHHBbIE pa3Mephbl, B 03epe MPAKTUUYECKU HET YCIOBHM st
JIONTOBPEMEHHO MPOCTPAHCTBEHHOM U30JISALINH 1a)Ke OTHO-
CUTCJIbHO MaJIOMOJABUIHBIX OPraHU3MOB. HOSTOM}’ Majo-
BEPOSATHO aJIONaTpHUecKoe BHao0Opa3oBanue. JleicTBH-
TEJbHO, B HACTOSIIIEE BPEMS CIMHCTBEHHBIM JOKa3aHHBIM
B JIOCTAQTOYHOM CTEIIEHH CITy4aeM reorpapuueckoi H30JsIuu
MOXHO CUMTaTh Mapy BUAOB ampumon Eulimnogammarus
cyanoides n E. messerschmidtii (Bedulina et al., 2014).
Xots B baiikane o6HapykeHO 00uIHe KpalHe pelkKUX BUIOB
1 JIOKAJIbHBIX 9H/IEMHKOB, YyTBEPXK/aTh, 4TO JJa’Ke 0OUTATEN
moOepekbsi YIIKaHBUX OCTPOBOB ITOSBIIINCH B PE3YNBTATE
JIOJITOBPEMEHHOMN M30JISILIUK OT MPUOPEIKHBIX BUIOB MOKHO
TMIOKa JIUIIb MTPEATIOTO0KUTENBHO.

Jpyras sipkass 0COOCHHOCTb HBOJIIOIMOHHBIX IPOLECCOB
B baiikajie — IPaKTUYECKU II0JIHOE OTCYTCTBUE JOKa3aHHBIX
KO?BOJIIOIIMOHHBIX CBSI3€M MEXKIy COBMECTHO BCTpEdaro-
IAMKCS BUIaMH. B HECKONBKHX CIydasx, KOIja THIoTe3a
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KODBOJIIOLMH KaXKETCsI OUEBHUIHOM, OHAa HE HAXOJIUT JIOKa3a-
TenbCTB. [loxkamyii, caMblil IpKUI TOMY IPUMEP — CPAaBHEHUE
9BOJIIOIMOHHBIX MCTOPUIl OaliKadbCKUX I'yOOK ceMelcTBa
Lubomirskiidae u cBs3aHHBIX ¢ HUMHU amdunon Brand-
tia (Dorogostajskia) parasitica. Ilocnennue, Mo JaHHBIM
M. Daneliya n R. Vidinold (2014), coctoaT u3 nsaTu amio-
MaTPUYECKUX TOJBUIOB, U UX PACCTOSHUE OT OJMIKaWIIero
MPEACTAaBUTENSI TOTO kK€ POAa MO Pe3ysbTaTaM CPaBHEHUS
MocJaeA0BaTeNbHOCTEH MUTOXOHApHanbHoro rena COI Ha
MOPSIIOK BBIIIE, YEM MaKCHUMaJIbHbIE PACCTOSHUS BHYTPH
SHAEMUYHOTO ceMelcTBa rybok Lubomirskiidae (Schroder
et al., 2002). I1pu sTom noxBuabl B. parasitica TecHoO acco-
LUUPOBAHBI C MOPPOIOTHYECKH PA3TMYAIOIINMHCS T'yOKaMu.
TakcOHOMHUYECKHI paHT T'yOOK HE yCTaHOBJIEH, OTHAKO COTIO-
CTaBJICHUE BO3PACTOB ITOKA3BIBACT, YTO O KOIBOJIOINU THIIA
«Iapa3uT —X035MH» B 3TOM CJIy4ae rOBOPUTH HEBO3MOXKHO.

ITpn n3y4eHnn OTHOCUTENBHO MOJIOJBIX, HO OOTaThIX BH-
JlaMU TpyTI OalKallbCKUX SH/IEMHKOB OOHApYy>KeHA Jpyrast
MHTEpecHas 0coO0eHHOCTh. HecMOTpsi Ha OTHOCHTEIBHO He-
JTaBHEEe BpeMsI CYIIIECTBOBAHMUS OIDKANUIIIero 00IIIero npeka,
nX HeOalKaIbCKUE CECTPHHCKUE IPYIIIBI OKa3aJIiCh BECbMa
nanexu. Jlydiie Bcero 3To WIUIIOCTPUPYET TPyIIa racTpo-
01, KOTOPYIO NPUHATO CUUTATh SHIAEMHYHBIM CEMEHCTBOM
Baicaliidae.

B xoye HeaBHero ncce1oBaHust (PUIOreHETHUECKUX OTHO-
IIeHUH OOJIBIIIOTO YKCIIA BUI0B THAPOOHONIHBIX MOJUTIOCKOB
c ucnonb3oBaHueM gparmentos renos 16S pPHK, 18S pPHK
1 TICPBOY CYOBeIUHUIIBI OKCHa3bI uTOXpoMa ¢ (COI), ObL10
rmokasano, uto Baicaliidae nanOosee OMM3KM K aMHUKOIHIAM
Y MOTYT OBITh PACCMOTPEHBI KaK MOJICEMEHCTBO 3TOTO ceMeH-
CTBa, HECMOTPS Ha 3HAYUTEJIbHbIE TCHETHUECKHE TUCTAaHIIUH
1 KOHBEPTEHTHOE CXOICTBO ¢ cemeiicTBoM Pyrgulidae (Wilke
etal., 2013).

B 2003 . B. Hausdorf u ero koseru (Hausdorf et al., 2003),
UCTIONB3YSI YaCTUYHBIC HYKJICOTH IHBIE IOCIIEI0BATEIbHOCTH
reroB 12S pPHK u 16S pPHK pa3sbix npeacraButeneil mo-
psnka Littorinimorpha coBmecTHo ¢ uH(popmaiueii 00 uc-
KomaeMbIX octarkax Littorinidae, mpenmomoxwim, uto Baicali-
idae, Amnicolidae n Bithyniidae nquBeprupoBasu B 10pckoM
WA PaHHEMEIIOBOM IIEpHO/ie, B TO BPeMsl KaK HECKOJIBKO
UCCJIEIOBAaHHBIX BHJIOB OalKaaMM] 3HAYUTEIBHO MOJIOKE
1 TIOSIBUJIMCH TOJIBKO K Havally MJIeHCTOILCHa, HE MO3/Hee
2,6 muH et Hazaz (3ybakoB u ap., 1997).

B nepoM 1 Hanbomnee 00MMPHOM MOJIEKYIISIPHOM HUCCIEI0-
BaHHMHW MOJITFOCKOB ceMmeiicTBa Baicaliidae ¢ momoribio HykJe-
OTHJIHBIX TOCNeAoBaresibHOCTeH reHa COI, omyOIMKOBAHHOM
B 1997 1., momy4eHHBIX 171 15 BuIoB Oalkammii, TakxKe OBIIIO
BBICKA3aHO ITPEATIOIOKEHNE O MOJIOJIOM BO3PACTE pajuanni
Y B3pBIBHOM BH/I000pa30BaHUM CEMEHCTBA HE paHee 2 MIIH
net Hazan (3ybakoB u ap., 1997). OgHako B 000oux cirydasx
OLICHKH BO3PAcTa 3TON IPYMITHI OKa3bIBAIOTCS OUSHBb NPUOIHN-
3UTENILHBIMU M3-32 OTCYTCTBUSI JIOCTOBEPHON MH(pOPMAIUU
0 CKOpPOCTSX (PMKCAINU 3aMEH y Pa3HbIX JIMHUI IHAPOOHH]I.

[TockonbKy MCIIOIB30BaHUE OJHOTO MHUTOXOHAPHAIBHOTO
MapKepa He I03BOJISIET [TOJY4UTh MOJHOCTHIO Pa3pelIeHHOe
JpeBo OalKaINK, ObIITH IPEANPHUHSTHI OTBITKH X UCCIIEI0-
BaHMS C TOMOUIBIO SAEPHBIX MapKepOB (MHTPOHBI TEHOB (oc-
dhodpykTokuHas3bl U ofHOHN U3 cyobenuuun ATD-cuHTa3bI).
OTH TONOJIOTUH CHIIBHO OTINYAINCH KaK APYT OT JIpyTa, TaKk
1 OT JIpeBa, MOCTPOCHHOTO Ha OCHOBAHUHM MUTOXOHJIPHAJIb-
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HbIX JgaHHBIX ([lapukoBa, IllepOakos, 2009; KoBaneHkoBa u
Ip., 2013). Kpome Toro, ipn H3y4eHHN BHYTPUBHAOBBIX OT-
HoIIeHNH poaa Baicalia (cem. Baicaliidae) Takke BBISIBICHO
MIPOTUBOPEUHE MEXKIY SIAEPHBIM (MEKICHHBIM CIIEHCEepOM)
¥ MUTOXOHJpPHAIIbHBIM MapkepaMu. OHO CBHIETENBCTBYET
0 TOM, YTO B Iapax CECTPUHCKHUX BHIOB MOIJIA ITPOUCXOANTD
YaCTHYHAsl WM TIOJIHAsI TPAHCTPECCUSI MUTOXOHIPUAILHOTO
reHoma 0ojiee MaccoBOTO BHUJIa B BUJIBI C MEHBIIIEH YHCIICH-
HocTtbio (ITepetomauna u nip., 2007; Peretolchina et al., 2009).
Takum 00pazoM, HaOIIOIaeMble HECOOTBETCTBHSI MOTYT OBITh
CBSI3aHBI HE TOJIBKO C OBICTPBIMH TEMITAMHU HBOJTIOIINHU 1 OOJIb-
MU TeHETHYECKIMHU JUCTaHIUSAMHI 10 OCTaJIbHBIX aMHH-
KOJIUJI, YTO MPEISTCTBYET MCHOJIB30BAHUIO BHEIIHUX I'PYIII
B (DMIIOTEHETHUECKUX PEKOHCTPYKIHAX, HO U C BEPOSATHOCTHIO
KaK MUTOXOH/IPUAJIBHBIX, TaK U SIACPHBIX TPAHCTPECCHH.

Baiikanbckue nonuxersl pofa Manayunkia nensirest Ha Tpy
Bumna: M. godlewskii, M. zenkewitschii u M. baicalensis. Oun
pa3IuyaroTces I0 MOP(HOIOTHIECKUM MPU3HAKAM: pa3Mepam
TeJla MoJI0BO3PEIbIX 0CO0EH 1 KOJIMYECTBY LIyHaJlell, a TAKKe
10 9KOJIOTHYECKUM XapaKTEPUCTUKAM, B IEPBYIO OYEPEIb 110
cyOctparubIM nipenoureHusiM. Tak, M. zenkewitschii oouraer
Ha KaMEHMCTBIX U CKaJbHBIX IpyHTaX, M. godlewskii — na
WINCTBIX, M. baicalensis mpennodnTaeT necyaHble TPYHTHI
(Cutaukosa u ap., 1997; [TynoBkuna u np., 2014). baiikanb-
CKHE TMOJUXEThl OOUTAIOT B JOMHKaX-TPyOOUYKaX, KOTOPHIC
CTPOAT U3 TOTO ke cyOcTpara, Ha KOTOPOM KMBYT. Tak Kak
OHHU OTHOCSITCS K MaJIOTIOJIBIKHBIM OpraHU3MaM, KOTOpPbIC
BEIYT CUJISIUMIA MM IPUKPETUICHHBIH 00pa3 JKM3HU, TIOJIMXEThI
JKUBYT KOJIOHUSIMH, M BEPOSTHOCTh OOMEHa T€HETHYECKOMH
nH(popManren MeX 1y HUIMU Hu3Ka. [103TOMy MOKHO O>KH/TaTh
BBICOKOH CTEICHU TeHeTHYeckoi auddepeHuanmm MexLy
TaKUMHU HEOOJBITUMHU W30JHMPOBAHHBIMH MOIMYJISIIHIMH,
KoTOpast Oy/leT yBEeIUYNBATHCS MPSIMO MTPOMOPIHOHAIBEHO
YBEJIMUYCHHUIO PACCTOSIHUI MEXKIY HUMH.

W B ciydae monuxeT (puiIOreHEeTHUYECKOe IepeBo, I0-
CTPOCHHOE Ha OCHOBAaHWM MHTOXOHJPHAJIBHBIX HYKIIEO-
THJIHBIX TIOCJIE/IOBATEILHOCTEH, CYIIECTBEHHO OTIMYaeTCs
OT «SAEPHOr0». DTO HECOOTBETCTBUE MOIIIO BO3HUKHYTb
0 JIByM IIIOXO PA3IMYMMBIM M HE MPOTUBOPEYAILUM JPYT
JIPYTY 9BOJIOLUOHHBIM CLEHAPUSIM: COXPAHEHUS IPEIKOBO-
ro MonuMop¢u3Ma SAEPHBIM TEHOMOM W/HIIM MEXBUI0BOH
rudpuan3ayy. Paznuaus Mexty narTepHaMu U3MEHYHBO-
CTH MUTOXOHJIPHUAIBHBIX M SJEPHBIX MapKEpOB, B MEPBYIO
odepeib, 00yCIIOBIEHBI TEM, YTO MUTOXOH/IPHAIIbHBIN T€HOM
TaluION/ICH M TIEPEaeTCsl TOJIBKO OT OHOTO M3 POANTEICH,
CJIe/IOBaTEIbHO, UMEET B YETBIPE pa3a MeHbIINH 3 PeKTrB-
HBIM pazMep NOMYJISALHH.

leorpadmueckast BHyTpUBHI0Bass U3MEHYMBOCTH y TO-
JUXET OKa3ajach BeChbMa BBICOKA, OJJHAKO OHA CJIOXKHO
ycrpoeHa. Hanmpumep, Heckonbko M. baicalensis, coOpaHHBIX
B paifonax Hmxkneanrapcka n Xakycos (O1M3K0 K CEBEpHOM
okoHeuHOCTH baiikaia), He OTIIMYMMBI IPYT OT JIpyra 10 000-
UM MapKkepam, uTo BroiHe oxumgaemo. Ho M. godlewskii n3
paiioHoB noc. bomnbme Kot n 6yxTel CeHnnast (CyIecTBeHHO
ceepHee b. KoToB) renernuecku ropaszo oinmxe Apyr Apyry
(cpenHMe reHeTHYEeCKHe TUCTAaHIINN OTIINYAI0TCS IPUMEPHO
B IIATH pa3), yeM nonuxeTsl u3 bonpmmx Koo 1 maam Xnnn-
111€, KOTOpBIE Teorpauyeckn paclooKeHbl ropasio Omxke,
BCETO B JBYX KHJIOMeTpax. Takasi HOApa3eIeHHOCTh MOXKET
OBITh CBsI3aHa ¢ penbedom rHa B mau XKumuie. Koppesims
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HekoTopble pe3ynbTaTbl MONEKYNAPHO-GUIOreHETUYECKINX
NCCefoBaHnin 6anKkanbCKyx SHAEMUYHbBIX 6€CMO3BOHOUYHbIX

CrnupMeHa MeXAy AUCTAHIMAMU MO pa3HBIM MapKepaM JUis
M. godlewskii ne Bricoka (0,64) (KoBamenkosa u ap., 2015).

Baitkansckue snpemuunbie Tyoku (cem. Lubomirskiidae)
SIBJISIFOTCS] BAYXHEHIIUM KOMIIOHEHTOM OEHTOCHOTO co001I1e-
CTBa 03€pa, 3a4acTyI0 PEBBIIIAs TI0 OMOMACCE APYTHE TPYIIIIBI
3000eHTOCa BMECTE B3SIThIE, 0COOEHHO B nuTopanu (Koxos
u ap., 1969; Koxos, 1972). J{nst GaiikanbCKUX SHASMUYHBIX
Ty0OK XapaKTepHO HH3KO€ BUI0BOE pazHooOpasne. CormacHo
neiictyromei kinaccudukammn (Edpemona, 2001), cemeii-
ctBo Lubomirskiidae Bkirouaer B cebst 4 pona u 13 BuaoB.
BaxHO 0TMETHTB, 9TO OalfKaIbCKIE TYOKH 0011a1a10T BEICOKOH
BUJIOBO M MHANBUTYyJIHON MOP(OIOrnIecKoi N3MEHUYNBO-
CTBIO, [IO3TOMY HECKOTOPBIC ITPU3HAKU BUAOB, 4 THOI'ZIa U POJIOB
MIEPEKPBIBAIOTCSI, TEM CaMbIM «Pa3MbIBash» MOP(OIOTHUECKHE
TpaHUIIBI TAKCOHOB, YTO JICJIACT UX BU/IOBYIO HICHTU(HKAIINIIO
3aTPYIHUTEIBLHOM, a TOPOI U HEBO3MOKHOU. MHOT/1a MBI Ha-
OmromaeM repexoaHbie POPMBI, KOTOPBIE COYETAIOT MPU3HAKH
JIBYX BHJIOB.

B pesynbrare nccienoBaHuii MOpdoIOrHuecKkux 0co-
OeHHOCTEH W XKU3HEHHOTO IuKiIa ryook (Edpemona, 1986;
Edpemosa, I'ypeea, 1989) nmokazano cxonctso Lubomir-
skiidae c mpencraBuTENISIMH KOCMOITOJUTHOTO CEeMeCTBa
Spongillidae. AHanm3 HyKJICOTHIHBIX TTOCIEIOBATEIbHOCTEH
yuactka rena CO/ K snepnoro renoma (Itskovich et al.,
2007, 2008) mpecHOBOMHBIX TYOOK OKa3ajl, YTO CEMEHUCTBO
Lubomirskiidae monodunetnano, a Spongillidae cocrass-
0T IIPEAKOBYIO TPYIITYy MO OTHOWICHUIO K HUM. BBIsBICHO,
410 y OalikaJbCKUX T'yOOK CKOpOCTh dBojrouuu rena COI
COTIOCTaBMMa C TakoBOH y simepHoro reHa 18S pPHK, gro
3HAUUTEIBHO HMXKE CKOPOCTH HAKOIUICHUS HYKJICOTHIHBIX
3aMeH B aHAJIOIMYHBIX reHax Apyrux xuBoTHbBIX (Itskovich
et al., 2006). TTo3gHee Ha OCHOBE TOCIEIOBATEIBHOCTEH
MHUTOXOHIPHAIBEHOTO TeHOMa Lubomirskia baicalensis Oplia
nojcuruTaHa ckopocth 3Bostoiuu MTIHK Oaiikanbckux
ry6ok, xotopas pasna (0,5-1,6)x 1079, gro, ckopee, como-
CTaBUMO CO cKopocThio 3Bommonuu MT/IHK y pacrenuii, He-
KeJIn 'y 6I/IJ'IaTepaJ'II)HI)IX JKUBOTHBbIX. CKOpOCTI) HaAKOIIJICHUA
3aMeH B Hekoaupyromux ydactkax MT/JHK B Heckonbko pa3
BhIIIe, 4eM B komupyromux (Lavrov, 2010). [Togcuer Obut
MPOU3BEACH HUCXOJSA M3 MPCANOJTOKCHUA O NUBCPIrCHIUU
GaifKabCKUX TyOOK OT 00mIero mpenka okoio 310 MiH et
Ha3aJl, COIVIaCHO IaJCOHTONIOTHUECKIM AaHHbIM (Weinberg
et al., 2003; Veynberg, 2009). ['unore3a 06 OTHOCHUTEIILHOU
Mosonoctu Lubomirskiidae 6pi1a moaTBEp K ICHA C TIOMOIIIBIO
MOJIEKYJISIPHO-TEHETHYECKOTO aHaAJIN3a KOANPYIOIIHX HOCIIe-
nosarenbHocTel MT/IHK. Bonee Toro, nmokazano, 4ro Hawu-
Gosiee BepOATHOE BPEMsI MBEPTEHIIMN COBPEMEHHBIX BUIOB
ot obmrero npenka — 2,3 (3,6—1,3) muH et Hazan (Maikova et
al., 2015). YuuTteiBasi HU3KYIO CKOPOCTh HAKOIICHUSI HYKJIEO-
THIHBIX 3aMEH 1 OTHOCHUTETBHYTO MoJiotocTh Lubomirskiidae,
MOKHO TIPEIIIOJIOKHUTE HEIIOJHOE Pa3/elIeHue JIMHUH, 9TO
1 JIaeT BO3MOXKHOCTh OOBSICHUTB OOJIBIIIOE KOJIMUECTBO Mepe-
XOIIHBIX MOp(hoNorHuecKrX (HopM MEXKITy BHIAMH.

BrIcokoe reHeTHYECKOE CXO/ICTBO KOAMPYIOLINX TTOCIIE0-
BarenbHOcTer MT/IHK He 1mo3BosiseT ucrnoap30BaTh OT/IEIb-
HBIE TEHbI JUTA PEIICHUs (PUIOTEHETHUECKUX U 3BOJIOINOH-
HBIX 3a/1a4 BHyTpH cemeiricTBa Lubomirskiidae. K coxanenuto,
Takue siepHbie Mapkepsl, kak I'TS-paiionst u 18S pPHK, Toxe
JUISL 3TOTO HE TMPHUTOIHBI. [IJIst 3TOM 1IeNN MEePCIIEKTUBHO CO-
BMECTHOE HCIIOJIb30BaHNE HEKOAMPYIOIIHX IT0CIIEI0BATEIbHO-
406
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creit MT/IHK 1 psia MUTOXOHIpHATIBHBIX TEHOB U HEOOXOIUM
MOXCK JOMOTHUTENIBHBIX SJIEPHBIX MAPKEPOB.
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MNCCeAoBaTeNbCKUI TOCyAapCTBEHHbIN yHUBepcuTeT» HoBocnbupck, Poccusa

3 APreHTVHCKNIA My3ell eCTeCTBEHHbIX Hayk M. bepHapanHo PuBapasus, bysHoc-Aipec, ApreHTHa

tO>kHOamepurKaHCKMe rpbi3yHbl poaa TyKo-Tyko (Ctenomys) npeacTaB-
NAT CO60I MHTEPeCHYIo Mofenb BuaoobpasoBaHus. Mx ctporas
TEPPUTOPUANbHOCTb M OQNHOYUHDBIV 06pPa3 KM3HW Mo 3eMnel,
CUJIbHO (bpaFMeHTVIpOBaHHbIe apearnbl, HU3KaAa MUrpaunoHHanA
AKTUBHOCTb NOCAYXWUV MPUYMHAMU UX OUYEHb ObICTPOI pagnaLmn.

B HacToALwee Bpema onncaHo okono 60 Bugos 31oro poga. Ero npep-
CTaBuTENe o6HaPYKMBAIOT B CaMblX Pa3HbIX MECTOOOUTAHMAX,

OT rop B AHZAX 40 NPUBPEXHbIX AoH ATNAHTUKK, OT BIaXKHbIX CTenei
Mamnbl 4o nycTbiHb Yako. TyKo-TYKO OTIMYAITCA OYEHb BbICOKAM
YPOBHEM XPOMOCOMHOFO MOIMMOPOM3MA 1 MONTUMNM3MA Ha OCHOBE
PO6EpPTCOHOBCKMX M MONHO-MNIEYEBbIX PELMMNPOKHBIX TPAHCIOKALMIA
n VIHBepCVIVI N NO3TOMY MOTyT 6bITb MCNOJIb30BaHbl ANA TeCTUpoBaHMA
|Pa3HbIX BEPCUI F’MNoTe3bl XPOMOCOMHOIO B1goobpa3oBaHus. Knaccu-
yeckas BepCUsi 3TON rmnoTesbl AeNaeT akUeHT Ha CTePUIbHOCTY rMb-
praoB, 06yCNOBNEHHON HEMPABUAbHBIM UM HEMOMHBIM CMHAMNCUCOM
XPOMOCOM Y reTepOo3unroT Nno NePecTpoiKam, rmbenbio 3apoablLLEeBbIX
KNEeTOK, HeMnpaBUIIbHOW cerperaumen XpoMoCcom 1 reHepaumen
HecbanaHCMPOBaHHBIX rameT. B pamKkax COBpeMeHHOW Bepcum Xpo-
MOCOMHOrO BMA00O6pa3oBaHNA NpeArnonaraeTcs, YTo CoKpalleHme
NoTOoKa reHOB Yepes XPOMOCOMHbIE FMMOPUAHbIE 30HbI 00YCIOBNEHO
noAasfieHneM pekoMbrHaLmn y rMbprAOB BOKPYT TOUEK pa3pbliBa
nepecTpoek, pasnunyaroLmx poauTenbckme Buabl. [llonesble nccneno-
BaHVA He BbIABUIIV CUJIbHbBIX HEraTUBHbIX 3GHEKTOB XPOMOCOMHOM
reTepo3nroTHOCTN Ha I'IpVICI'IOCO6J'IeHHOCTb. ot pe3ynbtatbl NOCTa-
BU/IN NOA COMHEHME BaMAHOCTb KIACCUYECKON BepCU FMnoTe3bl.
AHanu3 noBefeHNs XpOMOCOM B Npodase Melo3a y reteposmrot

Nno nepecTporikam BbISIBA Y HUX 3HAaUMMble 3MEHEHNA B YacToTe

1 pacrnpefeneHnn peKoMorHaLumm: Cynpeccuio KpocCuHrosepa

B palloHe ToUeK pa3pblBa 1 AUCTANN3aLMI0 XMa3M. DTN N3MEHeHUA
MOTryT MOAYNMpPOBaTb NMOTOK reHOB MeXAY XPOMOCOMHbIMK pacamu

1 yCUnvBaTh AMBEPreHL M0, BO3HUKLLYIO 33 CYET MPOCTPaHCTBEHHOW
M30MAL4MN. TN AaHHble NOATBEPKAAIOT PEKOMOMHALIMOHHYIO MOAENb
XPOMOCOMHOTO BMAO06Pa3oBaHuA.

KnioueBble cnoBa: Baoo6pa3oBaHue; TYKO-TYKO; XPOMOCOMbI;
MNMMYHOJIOKaIM3aLus; Menos; peKomorHaums.
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Chromosomes and speciation
in tuco-tuco (Ctenomys,
Hystricognathi, Rodentia)

AA. Torgasheval' 2 E.A. Basheval,
M.J. Gomez Fernandez3, P. Mirol3, P.M. Borodin® 2@

TInstitute of Cytology and Genetics SB RAS, Novosibirsk, Russia
2 Novosibirsk State University, Novosibirsk, Russia

3 Argentine Museum of Natural Sciences “Bernardino Rivadavia’,
Buenos Aires, Argentina

Tuco-tucos, South American rodents of the genus
Ctenomys represent an interesting model of speciation.
Their strict territorial and solitary life under the earth,
vast but highly fragmented habitats, low migration
activity were the causes of their very fast radiation.
About 60 species of this genus have been described.
They are found in a variety of habitats, from the
mountains of the Andes to the coastal dunes of

the Atlantic, from humid steppes of Pampas to dry
deserts of Chaco. Tuco-tucos have a very high level

of chromosomal polymorphism and polytypism
based on Robertsonian and whole-arm reciprocal
translocations and inversions, and can therefore

be used to test different versions of chromosomal
speciation hypothesis. The classic version of this hypo-
thesis emphasizes the sterility of the hybrids, due to
incorrect or incomplete chromosome synapsis in
heterozygotes for rearrangements, germ cells death,
chromosome nondisjunction and the generation

of unbalanced gametes. The modern version of chro-
mosomal speciation hypothesis suggests that the
reduction of gene flow across chromosomal hybrid
zones is due to the suppression of recombination

in hybrids around the break points of rearrangements
distinguishing the parental species. Field studies have
not revealed strong negative effects of chromosomal
heterozygosity on the fitness of the carriers. These
results cast doubt on the validity of the classic version
of the hypothesis. Analysis of chromosome behavior
in the meiotic prophase in the chromosomal hetero-
zygotes revealed significant changes in the frequency
and distribution of recombination: crossingover
suppression around the breakpoint and chiasma
distalization. These changes can modulate the flow

of genes between chromosomal races and amplify
the divergence which has arisen due to spatial isola-
tion. These data confirm the recombinational model
of chromosomal speciation.

Key words: speciation; tuco-tuco; chromosomes;
immunolocalization; meiosis; recombination.



POLECChl, KOTOPbIC BCAYT K IMOABJICHUIO HOBLIX BH-

JIOB — BHJI000Pa30BaHHIO, UTPAIOT [IEHTPAIBHYIO POJIb

B 9BOITIONINH OMOpazHooOpasust. OcoOeHHO MHTEPECHBI
1 CJIOKHBI JId UCCJIEAOBaHUA CaMbIC paHHUC CTaAUU BUOO-
oOpasoBanust. Ha 3TuX 3Tanax TpyJHO ONPEAEIUTD, KOT/A, T/Ie
Y TIOYEMY Ta WJIM MHAs MOMYJSIHS WIN TPYIIa TTOMYJISIUH
CTaHOBUTCSI HE3aBUCUMOM BOJIIOIIMOHHON JTMHUEH, B KaKou
MIEPHOJ] ¥ Ha KaKOW TEPPUTOPUU Ta WM WHAsI TUHUS OTIEIs-
eTCs OT OCTAlbHBIX MOMYISIMNA CBOETO BHJIAa M BBIXOANUT Ha
YHUKaJIbHYIO 9BOJIOLMOHHYIO TPAEKTOPHIO U KaKKe (haKTopbl
UTPAIOT PEIIAIONIYIO POJIB B 3TOM mporiecce. CampiMu HHPOP-
MAaTHUBHBIMU JUIS PEIICHHS TAKOTO POJia BOIPOCOB SBIISIOTCS
Cllyyal OTHOCHTENILHO HEJIaBHEr0 BUI000pa30BaHUsI, KO/
TPaHMIBI BUJIOB PA3MBITHL M CJIOKHO Pa3rPaHUYUTH CTaTyC
JIOKJIBHBIX MOMYJISIMH, WX TPHHAUIEKHOCTh OHOMY WIIN
Ppa3HbIM BUOAAM.

Jns m3ydeHns myTeil M MeXaHM3MOB BHI000pa30BaHUA
0COOBII MHTEPEC PEJICTABISAET OTPSI/L IPBI3YHOB, TOCKOJIBKY
OHH COCTAaBJIAKOT OKOJIO ITOJIOBHHBI BCEX BHU/I0B MJICKOIIUTA-
IOIINX, OTIMCAHHBIX Ha ceronusmHui neHsb (Wilson, Reeder,
2005). B maHHOI cTaThbe MBI PacCCMOTPUM OCOOCHHOCTH
BUZ000pa30BaHMs y I0)KHOAMEPUKAHCKUX I'PhI3YHOB poja
Tyko-Tyko (Ctenomys) (puc. 1), eTHHCTBEHHOTO poja B Ce-
meiictBe Ctenomyidae (Hystricognathi, Rodentia), o6parus
0co00e BHIMaHKE Ha POJIb XPOMOCOMHBIX [IEPECTPOCK B 3TOM
mpo1ecce.

PacnpocTpaHeHue n 06pas KN3Hu

poaa Ctenomys

TyKo-TyKO — IOJTHOCTBIO MoA3eMHbIe obuTarenn. OHM Mpo-
BOZSIT OOJIBILYIO YaCTh CBOETO BPEMEHH I10]] 3eMJIei, He3aBH-
CHMO OT THIIa CPeIbl OOMTAaHUS U MECTOIONIOKEHUS (puc. 2).
Hopsl o0ecrieunBaroT TyKO-TYKO OZHOPOIHOM cpenoH, rie
TeMIIepaTypa 1 BIKHOCTh OCTAIOTCS IIOCTOSTHHBIMU IIPH JIF0-
6p1x BHEeTHUX ycoBusx (Reig et al., 1990; Busch et al., 2000).

[IpencraBurenu poxa Ctenomys HACEISIOT BCIO IOXKHYIO
yacTh IOxHOU Amepuku, Bkitouas bpasunuio, bonusuio,
Iepy, [laparsaii, Ypyrsaii, Yunm u Aprentuny. Mx oOHapy-
JKMBAIOT B CAMBIX Pa3HBIX MECTOOOWTaHMsX, OT LleHTpains-
Hoanjickoii [Tynsl Ha BeicoTe 4000 M HaJ ypOBHEM MODsI 10
MpHUOPEKHBIX AIOH ATIAHTHKH, OT BIAXHBIX cTerneil [lamms
no mycteiab Yako u Monrte (puc. 3).

Tyko-TyKo BcTpedaroTcsi B Ipupoe B pparMeHTHPOBAHHBIX
cpenax ¥ UMEIOT OrPaHMUEHHYIO CIIOCOOHOCTD K PACCETICHHUIO
(Busch etal., 2000). Onu, kak mpaBuiI0, 00pasyroT HeOOIbIINE
MOMYJISIMY (IEMBI) C HU3KOM TeHETHYECKOW N3MEHUYHBOCTHIO
BHYTPH IPYII U BBICOKOH MEXITOMY/ISILIMOHHOM TUBEPreHIIMEN
(Wlasiuk et al., 2003). BoibIIMHCTBO BUIOB OMUHOYHEIC C BHI-
Pa)KeHHBIM TEPPUTOPHAIBHBIM TToBeeHneM. Kaxknas ocoOb
JKUBET B MHJIMBUAYAJILHOM, CTPOTO OXpaHsIeMOi CUCTEME HOP.
HckiroueHne cocTaBislOT TOJIBKO CAMKH U X ITOTOMCTBO
HEKOTOpOe BpeMsi 1ociie oTbeMa. M3BecTHO Beero jiBa couu-
aNbHBIX BUJA TYKO-Tyko. Y C. peruanus camMIibl OAUHOYHBIE,
a caMku 00pazytot kostonuu. Y C. sociabilis OT IByX 710 IIECTH
B3pOCIIBIX CAMOK M B3pOCIIbIH CaMel] COBMECTHO HACEJSIOT
CHCTEMY HOp, YYacTBYIOT B (pypaskMpOBKE, KOIIKE M OXpaHe
HOp. Y 3TOT0 BHJIa OMCaHa CHCTEMa TPEBOXKHOI CHTHAIN3a-
I[UH B OTBET Ha MPOHUKHOBeHME XUIHUKOB (Pearson, Christie,
1985; Lacey et al., 1997; Lacey, Wieczorek, 2004). Takoit
00pa3 JKU3HM BEJET K CHIIBHOIM T'eHETHYECKOM M MpOCTpaH-

CTBEHHOH CTPYKTYPUPOBAHHOCTHU MOMYIALUN TYyKO-TYKO,
3HAYNTENFHON BHYTPH- U MEKBUIOBOW TUBEPTEHITIH 32 CIET
npetica renos (Reig et al., 1990; Lessa, Cook, 1998; Lessa,
2000; Slamovits et al., 2001; Mora et al., 2006).

SBONIOLOHHAA NCTOPUSA N COBPEMEHHAA
AusepreHuusa poga Ctenomys

B nmaneoHTON0rHuecKoi JNeTONUCH MPENCTaBUTENN CEMEN-
crBa Ctenomyidae BriepBbIe MOSBISIOTCS B KOHIIE MHOIICHA.
B KxoHIIe TIMOLIeHa OHU J€EMOHCTPUPYIOT OTYETIIMBOE yBE-
JMYEHHE Pa3HO00pa3usi, 332 KOTOPBIM CIEAyeT BHIMHpAHUE
BCEX POJIOB 32 UCKITtoueHueM poza Ctenomys. B muieiictorieHe
HaGHlO[laeTCH WHTEHCUBHBIN KJIaJOT€HE3 U 3HAYUUTCJIbHAsA
nmuBepcudukanus Tyko-Tyko (Reig et al., 1990; Verzi, 2008;
Verzi et al., 2010).

[ockonbky pon Ctenomys NOSBUICS B KOHIE IJIMOLICHA,
€ro HBIHEITHEee BHIOBOE Pa3sHOOOpa3ne MOXKET OBITh 00BsIC-
HEHO TOJIbKO OYCHb BBHICOKUMHU TEMITAMH BHI000pa30BaHUS
(Reguero et al., 2007; Verzi et al., 2010; Parada et al., 2011).
Ha ocHOBe MONEKYJISIpHBIX JaHHBIX BO3pacT poaa Ctenomys
omeHuBaeTcs kak 3,7 muH net (Castillo et al., 2005). 3to
X0poHuIio coriacyercda € MajJCeOHTOJOTHYCCKUMU JaHHBIMU,
KOTOpBIE CBHJIETEIBCTBYET O TOM, YTO PACXOXKICHHE MEKITY
Ctenomyidae n Octodontidae mponsonuio He paHee 4eMm
9 mutn siet Hazan (Verzi, 1999, 2002; Verzi et al., 2010).

Pon Ctenomys Bxirouaet B ceds oxoio 60 BUIOB M, TAKIM
o0pazom, IpeacTaBisieT co0oi Hanbonee Ooraryro BUAaMHU
IpyIITy Cpey noa3eMubIx rpei3yHoB (Reig et al., 1990; Lessa,
Cook, 1998; Castillo et al., 2005; Woods, Kilpatrick, 2005).
Hexoropsie dhopmbl pona Ctenomys 10 CHUX MOP HE UMEIOT
(hopmanbHOTO onrcaHusi. MHOTHE HOMUHAIBHBIC BHIbI ObLIN
0XapaKTepH30BaHbI 110 OJHOMY HITH HECKOJIILKUM 00pa3iiam.
Ora knaccudukaiys Obljla OCHOBaHA TIIABHBIM 00pa3oM Ha
aHaJM3e MOP(OJIIOTHYECKUX TPU3HAKOB, TAKMX KaK 0COOCH-
HOCTH MOP(OJIOTHH Yeperia, OKpacKu Mexa U pa3Mmepa Tela.
Co BpeMmeHeM sl KIACCU(PUKAIUK CTAIHU HCIOJIb30BaTh
ocobennoctu kapuotumnos (Reig, Kiblisky, 1969), mopdo-
noruto cnepmaro3zonnoB (Feito, Gallardo, 1982), gacToTs
AIJIO3UMHBIX JIOKycoB (Sage et al., 1986) u MonekynspHbIX
mapkepoB (Lessa, Cook, 1998; Mascheretti et al., 2000;
Giménez et al., 2002; Castillo et al., 2005; Mirol et al., 2010;
Parada et al., 2011).

B npenenax pona Ctenomys Ha OCHOBe Ouoreorpaduue-
CKUX, MOP(OJIIOTHYECKIX U MOJICKYIISIPHBIX XapaKTePHCTHK
BBIJICIISIFOT HECKOJIBKO OTYETIMBBIX (DHJIOTCHETHUESCKUX JINHUH
(Reig et al., 1990). [IepBble MOMBITKH OMPEAEIUTH (HIOTE-
HETHYECKUE OTHOLICHUSI MEX/y Pa3IMYHbIMHU JIMHUSMH Ha
OCHOBE aHAJIN3a TOCIIEIOBATEILHOCTEH MUTOXOHAPHATIEHOTO
uToxpoma b He yBenuanuck ycnexom (Lessa, Cook, 1998;
Mascheretti et al., 2000). O61acTs HEONPEAECTCHHOCTH Jie-
JKUT B OCHOBE JIAaHHOHW Kiajbl. DuioreHus uMeer Gopmy
3BE3/Ibl, UTO YKa3bIBa€T Ha B3PHIBHOE BUA000pazoBaHUE
Y MOYTH OTHOBPEMEHHOE TOSIBJICHUE HECKOJIBKHUX KPYITHBIX
¢dunorenernuecknx ymHUR (Lessa, Cook, 1998). HemaBHO
A. Tapana u corpynnuku (Parada et al., 2011) nccnenosanu
(unmoreHeTnyeckue cBsI3u 38 BUAOB M 12 HEOMHMCaHHBIX
(bopM TYKO-TYKO, HCIOJIB3Ys 83 MOJHBIC MOCIIEI0BATEIb-
HOCTH MUTOXOHAPUAJIBHOI'O IUTOXpOMa b OHu HaIIIA BO-
CeMb OTHOCHUTEJILHO XOPOIIO MOAJEPKHUBAEMBIX BUIOBBIX
rpymit: boliviensis, magellanicus, frater, opimus, torquatus,
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Xpomocombl 1 BUR006pa3oBaHie y TYKO-TYKO
(Ctenomys, Hystricognathi, Rodentia)

Puc. 1. Tyko-Tyko C. dorbignyi, KoppueHTec, ApreHTrHa.

®oTo M.X. Tomec DepHaHfec.

Puc. 2. Tyko-Tyko C. flamarioni B TunnuyHom mectoobutaHuu, Puo lpange
no Cyn, bpasunua.

®orto K. Tumm (Claudio Timm http://flickr.com/photos/32674493@
NO04/5346736979. 9To n3obparkeHne pacnpoCcTpaHAETCA Nof NvLeH3ven
Creative Commons Attribution-Share Alike 2.0 Generic).

tucumanus, mendocinus v talarum, KOTOpble OBUTH HAa3BaHbI
M0 UIMEHHU CaMBbIX CTaphIX BUIOB B Kaxk1oi rpymie. OTHoIIIe-
HHS BHYTPH OOJIBIINHCTBA BUIOBBIX IPYIIIL, 38 HCKIIIOYEHHEM
JIBYX TIOCJICTHHX, UMEITH CIIa0y0 MOACPIKKY. DTH PE3yIbTaThI
MOATBEPIKAAIOT MPEIBIAYIIHE BBIBOIABI O BHICOKHX TEMITax
IUBepCH(UKALIMU B OCHOBE KJIaJbl TyKO-TYKO, XOTSl IPHYHHA
9TOW TUBEPCHU(DUKALIMN OCTACTCS HESICHOM.
DKCTpaopJArHapHas CKOPOCTh BHI000pA30BaHUs CpeIu
TYKO-TYKO, [1O-BHJHUMOMY, OOyCIIOBJICHa COBMECTHBIM JIeH-
CTBUEM MHOTHX (hakTopoB. K HUM OTHOCAT CHITBHO hparMeH-
THPOBAHHBIC apeasibl, )KCCTKYIO MPOCTPAHCTBEHHYIO U30JIs-
LU0 JIOKAJIBHBIX MOMYJLIIUHA, OrpaHUYEHHYIO TIOJBHKHOCTD
Y HHU3KUIl YpOBEHb MUrpAlMil, HU3KYIO 3)(HEKTHBHYIO YHC-
JICHHOCTH MOMYIISIINiL, CTPOTYIO TEPPUTOPHATHLHOCTH OTHUX
BUJIOB U PHTUJIHYIO CHCTEMY COLIHAIIBHO-CTPYKTYPHPOBAHHBIX
Opaunbix cBszedt (Reig et al., 1990). OgauM U3 BakKHEHITMX
(hakTOpOB GBICTPOTO BHI000PA30BaHHS MHOTHE aBTOPBI CUH-
TAIOT BBICOKYIO BHYTPH- U MEKBHOBYIO KAPHOTHUITNYECKYIO
rereporeHHocTh (Ortells, 1995).
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A.A. TopralueBa, E.A. baweBa
M.X. Tomec ®epHaHgec, . Muponsb, .M. bopoaunH

Puc. 3. Kapta TMnoBbix TeppuTopuin Buaos poga Ctenomys, N0 AaHHbIM
http://vertebrates.si.edu/msw/mswcfapp/msw/ (3anpoc 06.07.2016).

1 - C. leucodon, 2 - C. steinbachi, 3 - C. opimus, 4 - C. brasiliensis, 5 — C. dorsalis,
6 - C.sylvanus, 7 - C. fulvus, 8 - C. argentinus, 9 - C. tuconax, 10 - C. dorbignyi,
11 - C. flamarioni, 12 - C. roigi, 13 - C. minutus, 14 - C. perrensi, 15 - C. torquatus,
16 — C. azarae, 17 - C. bergi, 18 - C. tucumanus, 19 - C. mendocinus, 20 - C. rion-
egrensis, 21 - C. pundti, 22 - C. pearsoni, 23 - C. australis, 24 - C. talarum,

25 - C. porteousi, 26 - C. sociabilis, 27 - C. haigi, 28 - C. colburni, 29 - C. magel-
lanicus.

Kapta co3gaHa c ncnonb3osaHvem cepsumca Google Kaptbl ©. KapTtorpadu-
yeckue faHHble © 2016, Google nsobpaxeHua © 2016 NASA, Terra Metrics.
KapTa poctynHa no agpecy https://www.google.com/maps/d/viewer?mid=1
of YXIPZO0d8e6byUMi7vkdrjM40

KapmomnmquKaﬂ N3MeH4YNBOCTb
poaa Ctenomys
Tyko-Tyko 00pa3yloT OAHY M3 CaMbIX KapHOTHUIINYECKHU
Pa3sHOOOpPa3HbIX KJaJ] MIECKOIMHUTAOIINX, U3BECTHBIX K Ha-
CTOSIIIIEMY BPEMEHH. VX TUIIIONTHBIE XPOMOCOMHBIEC YHCIIa
BapbUpyIOT B nanaszone ot 2n = 10y C. steinbachi no 2n =70
y C. dorbignyin C. pearsoni (Kiblisky et al., 1977; Gallardo,
1991; Reig et al., 1992; Ortells, 1995; Argiielles et al., 2001).
BoJIbIIMHCTBO BHIOB MMEET CTaOWIIbHBIN BUIOCIICLH-
(uunblit kapuorur. OMHAKO CYHIECTBYIOT IPYIIbI BHIOB
C OJIMHAKOBBIM YHCIIOM XpoMocoM. Tak, 2n = 48 oOnapyxe-
Ho y C. mendocinus, C. porteousi, C. australis, C. azarae,
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C. flamarioni (Massarini et al., 1991; Freitas, 1994; Massarini,
Freitas, 2005), 2n =26 —y C. opimus, C. fulvus u C. robustus
(Gallardo, 1979). C npyroii cTOpoHBI, TpyIIIia BUIOB "perrensi’
BEChbMa I'eTepOreHHa 110 KapuoTHIaM. [MIUIOMHOE YUCIIO
XpoMOcCOM B 3Toi Tpymmne BapeupyeT oT 40 mo 70. U3men-
YMBOCTH KapHOTHIIA y TYKO-TyKO 0OyCIIOBIIeHa (hHKcaIen
Pa3IMUHBIX XPOMOCOMHBIX MEPECTPOEK: POOEPTCOHOBCKHUX
TPAHCIIOKALMH, IEPULIEHTPUUECKUX HHBEPCUM U U3MEHEHUI
reTepoxpomarrHa (100aBeHns WK aeneini C-I03UTHBHOTO
marepuana) (Reig, Kiblisky, 1969; Cook et al., 1990; Ortells et
al., 1990; Giménez et al., 2002; Novello, Villar, 2006). bonee
TOTO, XPOMOCOMHBIH TOJIMMOP(HU3M HAOIIONAETCSI U BHYTPH
MHOTHX BHJIOB Tyko-Tyko (Massarini et al., 2002; Freitas,
2007; Caraballo et al., 2012; Lopes et al., 2013). Taxoe mu-
POKOE KapHOTHITHYECKOE Pa3HO00pa3He MOCITY>KHII0 OCHOBOM
JUISL TIPEATIONOKEHUM, 4YTO UMEHHO OHO U CTaJIO IPUYMHOU
OBICTPOTO BUI000PA30BAHUSA Y TYKO-TYKO.

XpOMOCOMHbIe nepecTponiku

n vaoo6pa303aH|/|e B poge Ctenomys

T'umore3a xpoMocoMHOTO BUA000pa30BaHUS IpeIoara-
eT, uTo (PUKCalMs Pa3INYHBIX XPOMOCOMHBIX TIEPECTPOCK
B Pa3JINYHBIX JIOKAIBHBIX MOMYJISIHUIX OJHOTO BHJA MOXKET
crmoco0CTBOBaTh BHI000Pa30BaHUIO. TpaguIliOHHAS BEp-
CHS DTOM TMIIOTE3bI Jicj1ajla aKE€HT Ha CTCPUIIBHOCTU HIIU
CHIDKCHHUH TUIOJIOBUTOCTH TMOPH/IOB, KOTOPbIE MOIJIU OBITH
BBI3BAaHbI HEMTPABUIILHBIM HJIM HETOIHBIM CHHAIICHCOM XPO-
MOCOM, YYacTBYIOIIUX B MEPECTPOHKAX, KOTOPbIC, B CBOIO
o4epe/ib, MOTITH [IPUBONTH K THOEIHN 3apOJIbIIIEBIX KIETOK
WM HEMPABUJIBHOU CEerperaluu XpOMOCOM U TeHEPAIMU He-
cbanmancupoBanubix ramet (White, 1968, 1969, 1977, 1978;
King, 1987, 1995). CoBpeMeHHast BEpCHsI TUIIOTE3BI XPOMO-
COMHOTO BHJIOO0pA30BaHUs JICTACT aKICHT HE HA CTEPUIIb-
HOCTh WJIM CHIDKCHHYIO MPUCIOCOOJICHHOCTh TE€TEPO3UIOT,
a Ha MOJIaBJIEHUEe PEKOMOMHAIIMKM BOKPYT TOYEK Pa3pbiBa
MEPECTPOEK Y TETEPO3UTOT, KOTOPOE, B CBOIO OYEPE/Ih, BEACT
K COKPAIIICHHUIO TIOTOKA I'CHOB Yepe3 XPOMOCOMHbBIC THOPHU/I-
ueie 30HHI (Rieseberg, 2001; Livingstone, Rieseberg, 2004;
Faria, Navarro, 2010; Jackson, 2011).

Ora rumnoTe3a ObUIa POBEPCHA HA PA3IUUHBIX BUAX pac-
TEHHUH 1 )KUBOTHBIX. B HCCIIEIOBAHHUSX HAa MIICKOITUTAFOIINX
MIPOIEMOHCTPHUPOBAHO CHMYKEHUE TPUCTIOCOOICHHOCTH TH-
6pI/II[OB MCXKAY KapUOTHUITUYCCKHU PAa3JIMYHBIMU NOMYIAIUAMA
nmn noasuaamu (Axenovich et al., 1998; Rogatcheva et al.,
1998; Castiglia, Capanna, 1999, 2000; Capanna, Castiglia,
2004; Borodin et al., 2006; Castiglia, 2014). Ognako cienyer
OTMETHUTD, YTO B T€X CIIy4asx, KOrjia ObLI MPOBEICH ACTallb-
HBIA TEHCTHUYECKUI aHaim3, ObLIO HAlEKHO IOKa3aHO, Y4TO
rHOpUIHAS CTEPHIBHOCTh ONPENesiiach TCHETUYCCKOM He-
COBMECTUMOCTbIO, & HE XPOMOCOMHO# I'€TepO3UTOTHOCTHIO
(Mercer et al., 1992; Axenovich et al., 1998; Borodin et al.,
2006; Bhattacharyya et al., 2013). D11 pe3ynbraTsl MOXKHO
paccMmarpuBaTh Kak apryMeHThI POTHB KJIACCHYECKOTO Ba-
pHaHTa THIIOTE3BI XPOMOCOMHOTO BHI000pa3oBaHus. B To
K€ BpEMs MOJTYUCHBI CBUACTECIILCTBA B IOJIB3Y COBpeMeHHOﬁ
BepcHU 3TO runoTe3bl. CyIieCTBEHHbIC H3MEHEHHS B PEKOM-
OuHAIMK HAOIOATUCH Y MBIIIEH U 3eMJIEPOEK — HOCHTEIIEH
MPOCTBIX U CIOKHBIX TETEPO3UTOT MO POOCPTCOHOBCKUM
TPAHCIOKAUAM TI0 CpPAaBHEHHIO ¢ Tomo3uroramu (Searle,
1986, 1993; Wallace et al., 1992; Bidau et al., 2001; Dumas,
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Britton-Davidian, 2002; Borodin et al., 2008; Merico et al.,
2013; Dumas et al., 2015).
Hecmotpst Ha oueBHHYIO PUBICKATEIBHOCTh THIIOTE3BI
0 TOM, YTO XPOMOCOMHBIH ITOJTMMOPHH3M, HIMPOKO PACIIPO-
CTPaHEHHBIH CPe/IN TYKO-TYKO, SIBIISIETCSI TPUYHHON OBICTPOTO
BHI000pa30BaHuUs B 3TOM POJIE, TPEATIPUHSTO Ha YIUBICHUE
MaJIo TMOMBITOK IIPOBEPUTH 3Ty TMIIOTE3Y U BBIICHHUTH POJIb,
KOTOPYIO XPOMOCOMHBIE NEPECTPONHKH MOTYT WIrparh B Te-
HETUYECKOM CTPYKTYPHPOBAHUH TOMYISALNA U BHJIOB poja
Ctenomys. JleranpHoe HCCIIeIOBaHUE BKIIa1a XPOMOCOMHOM
JMBEPTEHIINH B TEHETHYECKYI0 TU((EpEHINAINI0 TIPHPO-
HBIX MOMYJIALUHA Obl10 ipoBeseHo Ha C. minutus. ITOT BT
HaceJsIeT y3Kylo MpUOpEeKHYI0 paBHUHY Ha tore bpasmimm,
KOTOpasi IMEET CJIOKHYIO T'eO0JIOTHYECKylo ncroputo. OHa
pasJeneHa celvac 1 pasiensiiach B pa3Hble IIEPUOAbI B TIPO-
IIJIOM HECKOJbKHUMH MOTEHIUAIBHBIMU TeorpaduuecKuMu
6aprepamu (puc. 3, 13). Kapuorun C. minutus BecbMa 1o-
mumopden. Ha ceroans onmcano 45 pa3iniHbIX KAPHOTHIIOB.
JlunnonHOE YKMCIO BapbUpyeT B Auana3zoHe oT 42 no 50,
a 9MCIIo TuIed ayTocoM — oT 68 o 80. BHyTpu BuIa BeIIEIS-
eTcsl BOCEMb IaparaTpruyuecKy pacupeieNIeHHBIX XPOMOCOM-
HBIX pac, KOTOpble 00pa3yloT IeCTh THOPUIHBIX 30H, B HUX
1 HaOIIIOAaeTCsl CaMOe BBICOKOE Pa3sHOOOpa3ne KapHOTHIIOB
(Freitas, 1997; Gava, Freitas, 2002, 2003; Freygang et al.,
2004; Castilho et al., 2012). ITpu 3tom 27 = 50 HaxoAUTCS HA
CEBEPHOM H IO’KHOM KOHIIAX apeara, IOCTENEHHO YMEHbINAsICh
K CepeIMHE pactpeaeseHus 10 2n = 42 3a c4eT poOepTCOHOB-
CKHUX ¥ TaHJEMHbBIX CIUSHUI/ pa3eJICHUI 1 OJTHOH NepuIieH-
Tprueckoit maBepcun. A. I'aBa u T. @peiitac (Gava, Freitas,
2002, 2003), nccnenyst ofnHy M3 THOPHIHBIX 30H, HE OOHa-
PYXWJIM HH CTEPHIIBHOCTH XPOMOCOMHBIX I'€TEPO3HMIOT, HU
SBHOTO CHIDKCHMS WX mpucnocobinennoctu y C. minutus.
[Iupokoe ¢uiroreorpaduueckoe NCCIe0BAaHUE JTaHHOTO
BUJIa HE BBISIBUJIO CYIIIECTBEHHOTO BKJIA/1a IMTOTCHETUUECKUX
XapaKTEPUCTHK JIOKAIBHBIX MOMYIISAINI Ha UX TEHETHUECKYIO
noapasaeneHHocTs (Lopes et al., 2013). B ucciienoBanmsx Ha
C. pearsoni Taxxe He HallIeHO CTEPUIIbHOCTH MM CHHKEHHS
MPUCTIOCOOICHHOCTH Y TETEPO3UTOT 10 XPOMOCOMHBIM TIepe-
crpoiikam (Tomasco et al., 2007). Takum 00pazom, pe3yabTaTsl
TOJIEBBIX HAOMIOCHUI IOCTABHIIM M0JI COMHEHHE BaJIMHOCTb
KJIACCHUYECKOW BEPCUU THIIOTE3bl, KOTOpas 0a3upoBaiach
Ha MIPE/TIOIOKECHUH O CTePHIIBHOCTH HIIM HETraTHBHOM TreTe-
po3Hce 1O MPUCTIOCOOJICHHOCTH Y CTPYKTYPHBIX T€TEPO3UTOT.
B 3TOM KOHTEKCTE 0CO0YI0 aKTyaThbHOCTH IPHOOPENH HC-
ciie1oBaHus 9 PEKTOB reTePO3UTOTHOCTH ITO XPOMOCOMHBIM
[IEPECTPOMKAaM Ha IIOBEJCHUE XPOMOCOM B MEHO03€ y TyKO-
Tyko. Ham m3BecTHBI 1Be pabotsl Takoro poxa (Lanzone et
al., 2007; Basheva et al., 2014). C. Jlau30He ¢ KoJIeraMu
(Lanzone et al., 2007) npoBepsuTd MPEAMOIOKCHUE O TOM,
YTO TUOPUIBI MEKIY Pa3HBIMH XPOMOCOMHBIMHU pacaMu
C. perrensi (puc. 3, 14), pa3nn4aronMUcs IO XpOMOCOMHBIM
nepecTporkaM, MOryT 00J1aaTh CHIPKEHHOH TI0JIOBUTOCTHIO
W3-32 HapyIICHWH B CIIApHBAHUH XPOMOCOM. B GompmimH-
CTBE CHEPMATOIMTOB y TE€TEPO3UTOT MO POOSPTCOHOBCKUM
TPAHCIIOKALUSM OHH OOHApYXMJIM HOPMAJIbHBIA CHHAIICUC
TOMOJIOTHYHBIX XPOMOCOM. B pesikux ciryuasix y reTepo3urot
M0 HECKOJBKUM TPAHCIOKALUSAM HaOJIo1aIcs YaCTHYHBIN
ACHHAIICUC B IIPULIEHTPOMEPHBIX pailoHax. Yucio xuasm
y IIPOCTBIX POOEPTCOHOBCKUX TETEPO3HUTOT, MOTYUIECHHBIX U3
MPUPOIHBIX TOMYISIUKA BuaoBol rpynmsl C. perrensi, He
Seontoyna n BugoobpasoBaHue
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Puc. 4. mmyHonokanusauma SYCP3 n yH2A. X Ha pacnnacTtaHHbIx crepmatoumuTax C. talarum, reTepo3vroTHOro no fBymMm pobepTCOHOBCKMM CIIUAHMAM
C MOHOGPaxranbHOWM FOMOJIOTNeit: a — PaHHAA NaxnTeHa; 6 — CPeAHAd; 8 — NO3HASA.

CTpenku ykasbiBaloT Ha KBagpusaneHT A1/RbA1B3/RbB2B3/B3, XY — nonosoi 6usaneHT. Maciutab 5 Mkm. U3 (Basheva et al.,, 2014), ¢ paspelueHus Springer © 2014.

Puc. 5. UmmyHonokanmsauua SYCP3 n MLH1 Ha pacnnacTaHHbIX cnep-
maTouutax C. talarum, reTepo3uroTHOro no AByM po6epTCOHOBCKUM
CNIMSHUAM C MOHOGPaxManbHOM roMonormen.

®oTo E.A. bawesoi. [MpAMOYrosibHUKaM1 OTMeYeHbl CUHANTUYeCKNe KOH-
durypaumm kBagpusaneHtos A1T/RbA1B3/RbB2B3/B3 n nx cxematnyeckne
n306paxeHnsa. MacwTtab 5 MKM.

OTIMYANIOCH OT YHCIIa, OMPEACICHHOTO Y HOPMAIbHBIX TOMO-
3UTOT 0 aKPOLEHTPUUYECKUM XPOMOCOMaM. ABTOPHI TPUIILTH
K BBIBOJLY, YTO HAKOTICHHE POOEPTCOHOBCKUX TPAHCIOKAITHN
B JIOKAJIBHBIX MOIYJISAINSIX HE SBISICTCS IPUINHON JHBEPTCH-
1uu B rpynme BunoB C. perrensi.

DOTOT BBIBOJ MOATBEPKIAETCS HU3KOM MOJEKYIIPHOU
mudepeHIManueii U HaTHIHUEeM yKa3aHUH Ha TIOTOK TCHOB
MCXKIY pa3JIMYHBIMU NOMYJIALIUAMN C. perrensi, UMCHOIIIMMU
Bapuanuio B unuciie xpomocom ot 42 o 70. [1pu aToM okaza-
JIOCh, YTO MaparnaTpuIeCKUe MOMYIISIIAHN, Pa3INIAIONIHECS TI0
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YHUCITy XPOMOCOM, JIEMOHCTPUPYIOT OOJIbIlIee TEHETHUECKOES
CXOJICTBO, Y€M AJIONATPUYCCKUE TIOMYJISIINH, UICHTHYHbBIC
o kapuotunam (Giménez et al., 2002; Mirol et al., 2010;
Fernandez et al., 2012).

Bropas pabota 1o uyueHnio 3(h()eKToB reTepO3UrOTHOCTH
10 XPOMOCOMHBIM [IEPECTPOIiKaM Ha ITOBEICHHE XPOMOCOM B
Meto3e Obta BeimostHeHa Ha C. talarum (Bashevaetal., 2014).
DTOT BUJI BCTpeyaeTcs BIIOJIb T0Oepexbst IPOBUHIMHK bysHoC-
Alipec B Aprentuse (puc. 3, 24) u Taxoke XapakTepusyercs
M3MEHYMBOCTBIO KAPUOTHUIIA 33 CYET CEPHU POOSPTCOHOBCKHX
u monmHo-IeueBbIx Tpancmokarmii (Reig, Kiblisky, 1969;
Massarini et al., 1991, 2002; Ortells, 1995). B ominune ot
BUJIOB U nonysisitid Tpymbl C. perrensi, yOMSIHYThIX BBIIIIE,
MIOTOK T€HOB MEX/Ty HeKOoTopbiMH nontyssiumsivu C. talarum,
M0-BUIMIMOMY, OIPaHHYEH, O YeM CBHETENILCTBYET aHAJIH3
MOJIEKYIISIpHBIX MapkepoB (Mora et al., 2013).

E.A. bamega u komutern (Basheva et al., 2014) uccnemoanu
CUHAIICHC, PEKOMOMHAIIMIO U MEHOTHUYECKYI0 HHAKTUBALIHIO
TPAHCKPHITIUH XPOMOCOM B MY)KCKOM MeEHO03€ y MPOCTHIX
U CIIOKHBIX TE€TEPO3UTOT MO0 POOEPTCOHOBCKHUM M TOIHO-
TUICUEBBIM PELIUIPOKHBIM TPAHCIOKAIMSM, BBIICJICHHBIX H3
Tpex npupoansix nonysiimi C. talarum ¢ NCIonb30BaHUEM
MMMYHOJIOKAJIN3AIMN OEIKOB OOKOBBIX JIEMEHTOB CHHAIITO-
HemHoro komiuiekca (SYCP3), 3penbix pekoMOMHAIIMOHHBIX
y3enkoB (MLH1) 1 pocopumposansoro riuctona (YH2A . X)
(puc. 4).

B OoJIbIIMHCTBE KJIETOK Y CTPYKTYPHBIX I'€T€PO3UTOT
C. talarum uccnenoBatenu HaOIIOMANH aCHHAIICHC BOKPYT
TOYEK pa3pbliBa MEPECTPOCK. AHAIOTHYHOE HapyIIeHHEe 00-
HapyxeHo y C. perrensi, TeTepO3UTrOTHBIX MO HECKOJIbKUM
POOEPTCOHOBCKUM TPAHCIOKAIUSIM. XOTS 4acTOTa KIETOK
C aCHHAIICHCOM HMMeJa TEH/ICHIMIO K CHIDKCHHIO 110 Mepe
[IPOTPECCHH MTaXUTEHBI, JJaKe Ha ee MO3JHUX CTausiX Ooiee
TOJIOBUHBI CTIEPMATOIIMTOB C KBa/IPHUBAIICHTAMHU UMEJIH HeCTa-
peHHble palioHbl. OHAKO OTHOCUTEIBHBIN pa3Mep HecTlapeH-
HBIX PaOHOB CHHAIITOHEMHOTI'0 KOMITJIEKCa ObLT HEOOJIBILINM.
AcuHaricuc ObUT OTPaHHUYSH KOPOTKHMH TUIeUaMU aKpOIICH-
TPHUKOB U TIPHLEHTPOMEPHBIMHU paiiOHaMH METALCHTPHUKOB.
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DochopunmpoBannbiit YH2A. X moyTy NONMHOCTBIO HCUe3al
U3 paifOHOB acHHAICUCA K KOHILy TaXUTEHBI.

OOMmmMpHBII aCHHAICHC B TAXUTEHE MOXKET BBI3BaTh MEHO-
TUYECKUI CalllIeHCHHI HECTTAPEHHOI'O XpOMAaTHHA U IPUBECTU
K OCTaHOBKE MeH03a 13-3a TOJaBICHHUS TPAHCKPHUITLIUH BaK-
Helmmx MeoTrnueckux reHoB (Baarends et al., 2005; Turner
et al., 2005). OnHako uccienoBanus Ha Mbiiax (Burgoyne et
al., 2009; Manterola et al., 2009; Page et al., 2012) moxasza-
JIM, 9TO KOHTPOJbHBIE MexaHn3Mbl (checkpoint) maxureHs
MOT'YyT UTHOPHUPOBATh OIPAaHUYEHHYIO CTEIICHb aCHHAIICHCA.
MpbI nosiaraéM, 4TO HE3HAUUTENbHBIA M IPEXOASINN acH-
HaIlCHC B TPUIICHTPOMEPHBIX PETHOHAX MYJIHTHBAJICHTOB
y cTpyKTypHBIX retepo3uroT C. falarum (Basheva etal., 2014)
u C. perrensi (Lanzone et al., 2007) Bpsix 11 MOXKET BBI3BaTh
rHOEIb 3apOABINIEBHIX KJICTOK U YMEHBIIHUTH TUIOOBUTOCTh
reTepPO3UTOT.

Nmmynonoxanmm3amms 6eaxa MLH1 mo3Bonmna E.A. ba-
meBo# ¢ komeramu (Basheva et al., 2014) Buzyannznposarsb
caifTel pekoMOuHauu (puc. 5). Mcnonb3ys 3TOT MOAXOA,
HCCIIEZIOBATENIN OOHAPYKHUIM JOCTOBEPHOE CHMKEHHE dac-
TOTBl PEKOMOWHAIMK B MPUIICHTPOMEPHBIX 00JACTSIX TPH-
U MyJibTHBalieHTOB. OHM Tak)Ke HaOJII0Nalu TEHACHIIMIO
K CHIDKCHHIO KOJIMIECTBA KPOCCOBEPOB Ha IJIEU0 OT aKPOIICH-
TPUYECKUX TOMO3UTOT K T€TEPO3UTOTaM M METAIICHTPUYECKAM
TOMO3HIOTaM U AUCTAIM3ALHIO PACIIPEIENICHUS] KPOCCOBEPOB
y T€TEpO3UTOT M METAIIEHTPUUECKUX FOMO3HIOT II0 CpaBHE-
HUIO C aKpOLIEHTpHUYeCKHMMHU roMmo3uroramu (Basheva et al.,
2014).

OTH 3G HEKTH MOTYT UTPaTh CYIIECTBEHHYIO POJIb B OTPa-
HUYCHUH TIOTOKA T'€HOB Yepe3 TMOpHUAHBIC 30HBI MEXIY
pasHbIMH XpoMocoMHbIME pacamu C. talarum nByms pas-
TUYHBIME crioco0amu. C OTHON CTOPOHBI, TOJABICHHUE pe-
KOMOMHAIIMHA BOKPYT IIEHTPOMEPHI MOXKET KOHCEPBUPOBATH
HEpaBHOBECHUE IO CLEIUICHHIO MEXAY aJUIeNIsIMH, PacIioso-
JKeHHBIMH B TIEPUIICHTPOMEPHOI 0071aCTH, ¥ CIOCOOCTBOBAThH
JajgbHEHIIed NUBEPreHIINN TeHETHUECKOTO COIepKaHUs
ponuTenbckux XpoMocoM. C Apyroi CTOPOHbI, YMEHBILIEHHE
KOJINYECTBA KPOCCOBEPOB B ONPE/IETIEHHBIX IJIeUaX MyJIbTHBA-
JICHTOB MOKET YBEIIMYUTB YACTOTY HEPACXOXKICHHSI XPOMOCOM
B MeTadase | mMelio3a, koTopasi U TaK BBICOKA y CIIOKHBIX
TeTepPO3UTOT C MOHOOpaXHaIbHOW TOMOJIOTHEN. DTO, B CBOIO
odepesib, MOXKET CHU3UTD TUIOZIOBUTOCTH XPOMOCOMHBIX TeTe-
PO3UTOT U OTPAHUYUNTH MMOTOK T'€HOB MEKY KapUOTHUITNYCCKU
Pa3TUIHBIMU TOMYJISIIUSMH.

3ak/oueHne

Bunbl v TokasIbHBIE OMYIISLUHI TYKO-TYKO IIPEACTABIISAIOT CO-
0011 KpaifHe HHTEPECHYIO MOJICIb LTS UCCIICIOBAHIS ITPOIICC-
ca BI/I)ZL006pa3OBaHI/ISI # ero mexannsmoB. CoyeTaHue IKOJIO-
THYCCKHUX, MOJICKYHﬂpHO-FeHeTI/I‘-ICCKI/IX U MUTOICHETUYCCKUX
MMOAXOA0B IMMO3BOJINJIO BBIABUTH 'CHCTUYCCKYHO IOAPA3ACITICH-
HOCTB JIOKAJIbBHBIX HOHyJISIL[Hﬁ, qacTO HE COBHaIlaIOHJ,yIO HU
C BUJOBBIMHA FpaHPILlaMPI, HHU C I’paHI/ILIaMI/I XpOMOCOMHbIX pac.
Jlo cux mop He 0OHAPYKEHO CYIIECTBEHHBIX 3(D(HEeKTOB Xpo-
MOCOMHBIX nepeCTpoeK Ha (I)epTI/IJ'lLHOCTb Ux r eTCPOSI/IF OTHBIX
HOCUTEJIEN. 3TO CTAaBHUT 11O COMHCHUE BAJIMAHOCTH T'MIIOTE3bI
XPOMOCOMHOTO BH1000pa30BaHMs B €€ KJIaCCHUECKON (hopme
JUIsl OOBSICHEHHS BBICOKHX CKOPOCTEH BMI000pa3oBaHUS
B pone Ctenomys. Beicokas 9acTtoTa (pUKCAIIH Pa3THIHBIX
XpPOMOCOMHBIX NEPECTPOCK B JIOKAJbHBIX MOMYIALNUAX
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TYKO-TYKO OOYCJIOBJIEHa O4Ye€Hb HM3KOW 3((eKTHBHON Ymc-
JIEHHOCTBIO JIEMOB M PEAKOCTHIO MHUrpanuu. MccnenoBanus
MIOBEJICHNSI XPOMOCOM B MEI{03€ Y CTPYKTYPHBIX T€TEPO3UTOT
TMOKa3bIBAIOT, YTO AJIbTCpHATUBHAA (bymcauml XpOMOCOMHBIX
HEepeCTPOEK MOXKET JIOKAIBHO MEHATH YacTOTy U pacIpe-
JIeTIeHne PeKOMOWHAIMOHHBIX COOBITHH 1O TeHOMY. Takum
00pa3zoM, XpOMOCOMHbIE NIEPECTPOUKH HE MOT'YT BBICTYIATh
B POJIH ITyCKOBOT'O MEXaHHW3Ma BUI000Pa30BaHUs y TYKO-TYKO,
HO MOTYT YCKOPSITB 3TOT ITPOLIECC, MOAYIINPYSI HHTEHCUBHOCTD
MOTOKA F'€HOB B ONPE/ICIICHHBIX PallOHaX reHOMa.
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MeXBugoBass HECOBMECTMMOCTh

IIpY OTHAJIEHHO! rmopuan3aniiy pacTeHn
1 BO3SMOYXHOCTMU ee IIPeOg0/IeHUS

A.A. Tepummual 2@, H.B. Tpy6aueepal

" MepepanbHoe rocynapcTBeHHoe 6lofKeTHoe HayuHoe yupexaeHne «DeaepanbHblil NccnefoBaTeNnbCKMii LeHTP HCTUTYT LMTONOTN 1 FeHETUKN

Cunbupckoro otaeneHns Poccuiickon akagemumm Hayk», HoBocnbupck, Poccus

2 DepepanbHoe rocyfapcTBeHHoe aBTOHOMHOE 06pa3oBaTesibHoe yupexaeHne Bbicliero obpasoBaHusa «HOBOCMOUPCKMI HALMOHaNbHBIN

MNCCeAoBaTeNbCKM roCcyfapCTBEHHbIN YHUBepcuTeT», HoBocmbupck, Poccus

OtaaneHHan rmbpran3annsa BHOCUT CyLLeCTBEHHbIN BKa B BUAO-
o0bpa3oBaHMe NMOKPbITOCEMEHHbIX PacTeHWi1, obecneynBas nepeHoc
reHOB MeXy BUAaMM 1 PacLumMpAn UX NoTeHUMan K agantaumu. B akc-
NeprIMeHTasIbHbIX YCIIOBUAX OTAANeHHas rubpran3anmsa Ncnosnb3yercs
[N1A YBENMYEHNA FreHETUYECKOro pa3Hoobpa3us KynbTypHbIX pacTe-
HKI. B npouecce B1Aoo6pa3oBaHs onpefensiollee 3HaueHne MeeT
BO3HVKHOBEHWE PenpOAYKTUBHOMN U30MALMY, a BbiAIBNIieMas y pacTe-
HII CNOCOBHOCTD K OTAANEHHbIM CKPELLMBaHUAM OnpefenseTcs Bo3-
MOXXHOCTbIO ee NpeoaoneHus. B o63ope paccmaTpuBaloTcsi OCHOBHble
TUMbl HECOBMECTMMOCTU NPU OTAANEHHbIX CKPELYMBAHUAX PAaCcTEHNNA,
a Takxe GaKTopbl ¥ METOAMYECKUE NMOAXOAbI, CIOCOGCTBYIOLLME Npe-
O[loNeHNI0 PENPOAYKTUBHBIX 6apbepoB. MprMep reHeTUYeckoro
KOHTPOA Npe3nroTmyeckrx 6apbepos — posib reHoB Kr, onpegensio-
VX HECKPeLLVBAEMOCTb MeXAy MiLeHnLel 1 poxblo. MocTanrotnye-
CKas HECOBMECTUMOCTb MOXET 6bITb CBA3aHA C CUSIbHO BbIPaXKeHHOM
reHeTNYeCKON U SMUreHeTUYECKO N3MEHUMBOCTbIO, MHAYLIMPYEMOi
B pe3ynbTaTe OTAaNeHHbIX CKpelumBaHmii. PaHHMe 3Tanbl NOCT3UroTu-
YecKoro neprofa ABNATCA KPUTUYECKUMU 4N1A Pa3BMBAOLLMXCA
rMO6PUAHDBIX CEMAH 13-3a rMbGenu 3apoabilleil, B TOM YMcie CBA3aHHOM
C OfHOPOANTENBCKON SMMMUHALMEN XPOMOCOM 13 FTMOPULHbIX
K/eTOK 1 aHOMaJIbHbIM Pa3BUTEM SHAOCMEPMA. PaccmaTprBatoTcs
BO3MO>KHOCTI MCMOJb30BaHUA METOLOB KyNbTUBUPOBAHWA in Vitro
[N NPeoAoNeHNsA NPEe3NroTMYEeCcKon 1 SMOPYOHANbHON HECOBMECTU-
MOCTM y rnbpraoB. [ogyepKmBaeTcs, UTo Aenpeccus U NeTanbHOCTb
rmbpuaos F, 06ycnoBneHbl pesynsTaToM B3aMMoLeNCTBIA KoMIe-
MeHTapHbIX FeHOB, BbI3bIBAIOLLMX TMOPUAHBIE HEKPO3, XNI0PO3 U Kap-
NNKOBOCTb. O6paLLeHO BHMaHMe Ha NPUYMHbI CTEPUIBHOCTY TNGPK-
noB F,. B kKauecTBe 0HOrO 13 MEXaHN3MOB HECOBMECTMMOCTY NPV OT-
JaNleHHbIX CKpeLLVBaHKAX PacCMaTPUBAIOTCA AAePHO-LUTOMNIa3MaTy-
yeckue B3anmMopencTeuA. lNoayepKuBatoTca Npobnembl B paboTte

C PeLMMPOKHbIMU MMOPMAAMY 1 aNNONIa3MaTUUECKUMU IMHNSMA —
OCHOBHbIMW MOAENAMU, UCTIONb3YEMbIMU MPU 13ydYeHun 3ddeKToB
LMTOMNA3Mbl U ALEPHO-LIUTOMNA3MaTUYECKMX B3anuMoaencTBmii. Mpu-
Be/leHbl MPUMepbI, yKa3blBatoLye Ha TO, UTO ansonnasmaTmyeckre
JIMHUV He ABNAAIOTCA Pe3yNibTaTOM MPOCTOro CoYeTaHus ARepHOro
reHoma OfJHOro BMAQ, a umuTonnasmsl — ipyroro. Mpouecc popmmupo-
BaHVIA anjonnasmaTnyeckyx JIMHWIA CBA3aH CO CTPYKTYPHO-byHKUMO-
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Wide hybridization is an important factor of
angiosperm speciation and provides an introgression
of genes between species. In experimental conditions
wide hybridization is used to increase the genetic
diversity of cultivated plants. Since the emergence
of reproductive barriers is of great importance

for speciation, plant capacity for wide crosses is
determined by a possibility of overcoming these
barriers. The review discusses the main types of
incompatibility in wide crossing plants, as well

as factors and methodological approaches that
contribute to overcoming them. The role of Kr

genes, which determine incompatibility between
wheat and rye, is one of the examples of prezygotic
isolation mechanism. Postzygotic incompatibility
may be associated with a highly pronounced

genetic and epigenetic variability induced by wide
crossings. Early stages of the postzygotic period are
crucial for developing hybrid seeds due to embryo’s
death, including those associated with uniparental
chromosome elimination in hybrid cells and abnormal
development of the endosperm. A depression and a
lethality of F, hybrids may be the result of interaction
between complementary genes, which cause hybrid
necrosis, hybrid chlorosis, and hybrid dwarfness.

The causes of hybrid sterility are discussed. Nuclear-
cytoplasmic interactions are regarded as one of

the mechanisms of incompatibility in wide crosses.
Reciprocal hybrids and alloplasmic lines are the main
models for studying cytoplasm effects and nuclear-
cytoplasmic interactions. Problems concerning work
with their models are emphasized. There are some
examples underlining the fact that alloplasmic lines
are not a plain combination of nuclear genome

and cytoplasm of different species. Development
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of alloplasmatic lines is connected with structural
and functional variability of nuclear and organelle
genomes.

Key words: wide hybridization; angiosperm
plants; interspecific incompatibility; overcoming
incompatibility.
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THaJeHHas TMOPUAN3allMsl — PACIPOCTPAHEHHOE SIB-

JICHUE B TIPUPOJIHBIX MOMYJISIIIUSX, YTO OATBEPKIACT

CYIIIECTBOBaHUE THOPHIHBIX 30H B apealiaX Mpou3pac-
TaHHs KaK MOKPBITOCEMEHHBIX TPABSHHUCTHIX M JIPEBECHBIX,
TaK ¥ roJIoceMeHHBIX pacTeHui (Kopomaunnckuii, MuIIoTHH,
2006; Mahé et al., 2007; Moreno et al., 2015).

biiaronapst BBICOKOM CTE€NEHU N€HETHYECKON HM3MEHYH-
BOCTH, K KOTOPO# MPUBOJSAT OTJAJICHHBIC CKPEIUBAHUSI,
Y BO3MOXKHOCTH CTPYKTYPHO-(QYHKIIMOHAIHHONH CTAOMIIH-
3alMi THOPHUIHBIX T€HOMOB, OTAAlIEHHAs THOPUAU3AIUS
BHOCHT CYIIECTBEHHBII BKJIAJ] B BUA000pa30BaHKE, 0COOCH-
HO MOKpbITOCeMeHHBIX pacTeHuit (Rieseberg, Wills, 2007).
PaccmarpuBaroT 1Ba MyTH BHA000Pa30BaHUs C y4acTHEM
OTHAJICHHBIX THOPUIOB: TOMOILTOHIHOE (PEKOMOWHAHTHOE)
U mosMIuioniHoe. ['oMorionHOe rHOpHUIHOE BHI000pa30-
BaHKe — ()OPMHUPOBAHKE HOBBIX BUJIOB 0€3 N3MEHEHHS YhCia
XPOMOCOM OTHOCHTEThHO MCXOAHBIX rmOpumoB (Lai et al.,
2005; Rieseberg, Wills, 2007). ['mOpuaHOE MOJUILIOUTHOE
BHI000pa30BaHUE BKITIOYALT TTOJIHYIO TYIUTUKALIUIO THOPHI-
Horo TeHoMa (aymtonommionan3anuio) (Pires et al., 2004).

OtnanenHasi ruOpuaAN3aKs HE TOJIBKO CrIOCOOCTBYET 00-
Pa30BaHUIO HOBBIX BHJIOB, HO M 00€CIIEYNBACT IIEPEHOC TEHOB
Mexay Bugamu (Anderson, 1953; Rieseberg, Wendel, 1993).
DTO NPUBOAUT K U3MEHYMBOCTH B CTPYKTYpE MOMYJISAIUAN
Y paciIvpsieT MOTSHIKAJ BUIOB K a/IalTAIUK B MEHSIOIINXCS
ycnoBusix npouspacranus (Seehausen, 2004).

B skcrnieprMeHTaIbHBIX YCIOBHUSIX MOTYyYCHHUE OTIATICHHBIX
THOPHUJIOB U AJJIONOJIUILION/IOB UCTIONB3YIOT JUJISl MOJICITUPO-
BaHUs HAYaIbHBIX JTAloB THOPUIHOTO BHUI000pa30BaHUs
(Eilam et al., 2008), a Taxske Juisi yBeINYECHHSI TECHETHYECKOTO
pa3Ho00pa3us KyJIBTYPHBIX PACTCHHUIT B pe3yJIbTaTe CO3IaHUS
CHHTETHYCCKUX ajuionoinuiuionio (Alvarez et al., 1992) wim
HHTPOTPECCUU HOBBIX T€HOB B TEHOM KYJIBTYPHBIX BHJIOB OT
WX TUKOPACTYIINX U KyIsTYpHBIX copoandeit (Tu et al., 2009;
Ito et al., 2011; JlaiikoBa u ap., 2013; Ilepmuna, 2014).

B mpotiecce Bu000pa3oBaHusi pacTCHUIL, TaK JKe, KaK 1 K-
BOTHBIX, OINpPE/EIsIoNiee 3HAYeHNE UMEET BOSHUKHOBEHHE
6apbepoB peNPOTyKTUBHOM N30SI MEX Y BiIaMu (Sobel
et al., 2010). CrnenoBaresbHO, CIOCOOHOCTD MTOKPHITOCEMEH-
HBIX PACTCHUI K OTJJAJICHHBIM CKPEIIUBAHHSIM OTIPEACISIETCSI
BO3MO)KHOCTBIO HX MpeoioiicHust. MexaHn3MaM penpoayK-
TUBHOW H30JISIIIMM C TOYKH 3PCHUS UX POJH B IBOJIIOIHH
yaensercs 6onpimoe BHuManue (Rieseberg, Carney, 1998;
Widmer et al., 2009; Sobel et al., 2010). He MeHee BaxxHOMI
SIBJISIETCSI U HEOOXOMMOCTb UX U3YUCHHSI C LICNIBIO Pa3paboTKu
METOJIOB TPEOJIOTICHHUSI HECOBMECTUMOCTH NP OTIAICHHBIX
CKpCIUBAHUAX. PaOOTHI B 9TOM HAIIPaBICHUN OBLIH 3aJI0XKE-

HBI B TIEpBOI1 osToBUHE Tiponutoro Beka (Kapneuenxo, 1935)
W MHTCHCUBHO Pa3BHUBAIOTCS 10 HacTosiero Bpemern (Kruse,
1974; Van Tuyl et al., 1991; Pershina et al., 1998; ITeprnna
u n1p., 2012; [epmmaa, 2014; Niu et al., 2014).

B 0030pe paccmaTpuBaroTCst OCHOBHBIC THUITHI HECOBMECTH-
MOCTH, HpOﬂBﬂHIOH_ll/IeCH HpI/I OTHOAJICHHBIX CerlIll/IBaHI/IHX
W pPa3BUTHH THOPUAHBIX PAacTEHUH, a Takke (HaKTOPHI U Me-
TOJUYECKHE TOIXO/BI, KOTOPBIE CIIOCOOCTBYIOT IIPEOIOIC-
HUIO MC)KBHL[OBOPI HECOBMECCTUMOCTH U HOJ'lylleHI/I}O HOBBIX
TEHOTHUIIOB PAaCTEHHI Ha OCHOBE OTAJICHHOH THOPHIN3AIINH.

Tunbl HeCOBMECTUMOCTH

npn otaaseéHHbIX CKpewnBaHUAX.
HpesmrormquKaﬂ HecoBMeCTMOCTb
HecoBmecTHMOCTD, MPOSIBISIFOLIYIOCS JI0 OIUIOAOTBOPEHUS,
OTIPEIeIISAIOT KaK MPE3UTOTHYECKYI0 (HECTIOCOOHOCTH K CKpe-
IIMBAHHIO), TOCJIE OIIIOJOTBOPEHHS — KaK TOCT3UTOTHYECKYTO
(CKkpelMBaHuE IPOUCXOIUT, HO HE Pa3BUBAIOTCS THOPHUIHBIC
ceMsHa; HaOIromaroTes ciaboe pa3BUTHE, HEKU3HECITOCO0-
HOCTb HJIU CTEPUITLHOCTB THOpHI0B F,, a Takske rudpu 108 60-
nee no3aHux nokosieHuit) (Rieseberg, Carney, 1998; Widmer
etal., 2009). [Tomrmo rereTryecku 00yCIOBICHHBIX MTPE3UTO-
THYECKUX OaphepoB (HarpuMep, pa3IMyiid BO BpeMEHH IIBe-
TEHMsI PACTEHHI1), CKPELIMBAEMOCTH MOT'YT IIPEISITCTBOBATh
9KOJIOTHYECKHE (PaKTOPHI (B TOM YHCIIE Pa300IIEHHOCTh MECT
oburanus) (Rieseberg, Carney, 1998). B cy4ae ecnu nomy-
JSILMY pa3HbIX BUJIOB MOCIIE TIepHojia reorpaduuecKoii nu3o-
JISALIMY OKA3BbIBAIOTCS B OTHOM apeaste, HalpuMep B pe3yibTare
UX MHTPOIYKIHMHU U3 €CTECTBEHHBIX MECT OOMTAaHUS, MOTYT
MPOU30MTH CKPELIMBAHUS MEXK]Ly HUMH C MOCIEAYIOIIUM 00-
pazoBaHMEM 'HOPHAHBIX 30H, a 3aTeM M HOBBIX BUJIOB. B aTOM
OTHOIICHUN HanOosee XOPOIIO N3yUYeHbl THOPUIHBIC 30HHI,
CBsI3aHHBIE C HEJJABHUMH COOBITUSIMU BUJI000pa30BaHUsL: KOP-
JIOBOI1 TpaBBl — AJUIOIOJIHUILIONAHOTO BUNa Spartina anglica
(2n = 124) na rore Benuxoopuranuu (Ainouche et al., 2004);
BUJIOB KPECTOBHUKA — PEKOMOWHAHTHOTO TeTparuionia Sene-
cio eboracensis (2n = 40) n amnorerpartonna S. cambrensis
(2n = 60) B nenrpe Benukoopuranuu u B Mpnanguu (Abbott
et al., 2005); TeTparuIONIHBIX BUIOB KO371000ponHuka Tra-
gopogon miscellus (2n =24)u T. mirus (2n = 24) B CeBepHOit
Awmepuxke (Tate et al., 2000).

['eHeTHYeCKN JE€TEPMUHUPOBAHHBIC IPE3UTOTHYECKUE
TUNBI PENPOAYKTUBHOW H30JISIIIMK NPOSBISIOTCS B BUIE
NPOraMHOW HECOBMECTUMOCTH (IIPU MPOPACTaHUU MBUTBLIBI
U TIBUIBIIEBBIX TPYOOK) M CHHIaMHOW HECOBMECTHMOCTH (BO
Bpems aBoitHoro orurogotBopenus) (I ymemmun, 1978). Tak,
MPUYNHON HECKPEIIMBAEMOCTH TEHOTHUIIOB MSTKOHM MIICHHU-
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bl Triticum aestivum, HOCUTEIICH JOMHMHAHTHBIX T'¢HOB K7
(crossability with rye), ¢ poxsio moceBHOil Secale cereale
SIBJISIETCSI HECTIOCOOHOCTH IMBIIBLIEBBIX TPYOOK NMPOHHKHYTh
B 3apojsinieBbiii memok (Lange, Wojciechowska, 1976).
'V MSTKOM HIIEHUITB! 0OHAPYKEHO ITSITh TEHOB, OTBETCTBEHHBIX
3a mposBIcHUe 3Toro npm3Haka: Krl, Kr2, Kr3, Kr4 w Skr,
COOTBETCTBEHHO JIOKAJIM30BaHHBIX Ha XpoMocoMax SB, SAL,
5D, 1A u 5BS (Bertin et al., 2009).

WuTtporpeccus periecCHBHBIX auiesel A7/ 0T JOHOPOB ATHUX
ajyieneld B Ipyrue reHOTHIIBI MIICHHUIBI MOXKET MPUBOAUTD
K TIOBBIIIEHHIO CKPEIMBAEMOCTH 3THX TCHOTUIIOB HE TOJIBKO
¢ poxbio (Molnar-Lang et al., 1996), Ho u ¢ stamenem Hordeum
vulgare, 9TO BaXKHO JJIsI MTOJTYYEHHS MIIEHUYHO-STYMEHHBIX
THOPUIOB W TEHOTHUIIOB MSTKOHM NMIIEHHIBI ¢ HHTPOTPECCH-
eit xpomocoMm stamenst (Molnar-Lang et al., 2000). Oxnaxo
BBISIBJICHbI THOPH/IHBIC KOMOMHAIMK, B TOM YHCIIE MSTKas
TMIIICHHUIIA X KyAbTypHBIH stamenb (Koba et al., 1992), msrkas
nreHuna x kykypysa (Laurie, Bennett, 1987), B koTopsIx
reHsl K7 He IposiBUIM AercTBus. 11o-Buaumomy, B ceMencTBe
3JIaKOBBIX T€HETHUECKHI KOHTPOJIb CKPEIIUBAEMOCTH MEKTY
BUJIaMH OTIPEAEIIIeTCs OoJiee CIOKHBIMUA MEXaHH3MaMH.

B ciydasix, ecii y rHOpUIHBIX KOMOWHALIMH MTBUIbIIEBbIC
TPYOKH [0OpPacTaroT 0 3aBSA3M U BXOAAT B 3aPOJIBILIIEBBIN
MEIIOK, HapyIIEHHUs MOTYT MPOSIBIATHCS BO BPEMsI OILIOJO-
TBOPEHUSI: CLIEPMUU HE CIIMBAIOTCS HU C SPOM SHUICKIICTKH,
HU C IEHTPaJIbHON KIIETKOM WM 0OBEIUHSIOTCS TOJIBKO
C SIAPOM SIMIIEKJIETKN MM TOJIBKO C SIAPOM IIEHTPaIbHOM
kietku (banHukoBa, 1986).

Cpenn (hpakTOpOB BHEIIHEH Cpe/Ibl Ha CKPEIIINBAEMOCTD BITH-
SIHUE OKA3bIBAIOT TEMITEPaTypa i MHTEHCUBHOCTB OCBEIIICHNUS
(Bertin et al., 2009). s npeomosicHuss HECOBMECTHMOCTH,
CBSI3aHHOM C HapYIICHUSIMHU IPOPACTAHUS TBUIBIIEBBIX TPYOOK
1 OIUTOJIOTBOPEHHMS, y Psijia JBYAOJIBHBIX PACTEHUH MCIIONb-
3YIOT OIIBUIEHHUE i7 Vilro B COYETAHUU C METOIAMHU KYJIETUBHU-
pOBaHMsI 3aBA3€H, CEMSIIOUEK U U30JIMPOBAHHBIX 3aPO/IbIILIEH
(Van Tuyl et al., 1991). [lnsg ctuMmyaupoBaHus IPOpaCTaHUs
MIBUTBLIEBBIX TPYOOK, OMJIOAOTBOPEHUS U Pa3BUTHS THOPHUTHBIX
3apOJIBIIIEH [BETKN MaTEPUHCKNX PACTEHUH KaK JIBYAOIbHBIX
(Zhou et al., 1991; Jansky, 2006), Tax ¥ OTHOIOIHHBIX pac-
tenuit (Kruse, 1974; Pershina et al., 1998; Ilepuuna u ap.,
2000; Sanei et al., 2011; Niu et al., 2014) 10 onbUICHHUS WU
rocie o0padaTeIBalOT (PUTOrOPMOHAMH. DTO ITO3BOJISIET HE
TOJIBKO OCYIIECTBIISITH MEKBH/IOBbIC CKPELIMBAHHMS, HAIIPH-
Mep, B poaax Nicotiana (Zhou et al., 1991), Solanum (Jansky,
20006), Hordeum (Sanei et al., 2011), HO ¥ IPOU3BOIUTH
CKpEIIMBaHUS MKy BUJJAMH, KOTOPbIE OTHECEHBI K Pa3HBIM
noarpubdam: H. vulgare x T aestivum (Kruse, 1974; Pershina et
al., 1998), H. geniculatum (= H. marinum ssp. gussoneanumt)
(2n =28)x T. aestivum (Pershina et al., 1988) u pa3usiM Tpu-
6am: T aestivum x Zea mays (Niu et al., 2014), T. aestivum x
Pennisetum glaucum (Inagaki, Mujeeb-Kazi, 1998).

N3meHuUnBOCTH I'I/I6pI/IAHbIX reHomosB

N NOCT3NroTnyeckad HeCoBMeCTnMoCTb

B Tex ciydasx, koraa npu OTJaJIEHHBIX CKPEHTUBAHUAX TPO-
HCXONT OIIOIOTBOPEHKE 1 00pa3yroTcsi THOPUAHBIE KIETKH,
WX JICJIEHHE MOXET OBITh HApYIICHO B Pa3HbIC MEPHOJIBI pa3-
BUTHS THOPUIHBIX OPTaHU3MOB, HAYMHAS OT JICJICHUS 3UTOTHI
10 GOPMHUPOBAHUS PENPOAYKTUBHBIX OPTraHOB TMOPHIIOB
F, nmn ux moromkos. OnHa M3 NPUYMH TUX HAPyIIEHUH
418
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oOyclloBJIEHa T€M, YTO OTAalieHHas rudpupnsanus (Kaxk
U aJUTOTIOIHUIUIONAN3AIIUs) BBI3bIBAET «TEHOMHBIM IIOK»,
MIPUBOJISIINH K OBICTPBIM T€HETHIECKUM U ATIUTCHETHIECKUM
MN3MEHEHUSIM BO BHOBb C(DOPMUPOBaHHOM I'€HOME Y THOPH/IOB
1 ux moToMKoB (Ainouche et al., 2004; Ng et al., 2012; Wang
et al., 2014): B pe3ynprare >IMMHUHALNNA KOJUPYIOMINX U He-
koxupyromux nocnenosarensHocteil JIHK ymenbmaercs
pa3mep reHoMma u npoucxoauT noteps reHos (Eilam et al.,
2008), akTHBUPYIOTCSI MOOMITBHBIE 3JIEMEHTBI, 4TO MIPUBOANUT
K XpOoMOCOMHBIM riepectpoiikam (Comai, 2000), Bcinencrsue
«TPAHCKPUITOMHOTO IIIOKA» W3MEHSETCS SKCIIPECCHSI TCHOB
(Gaeta et al., 2009; Buggs et al., 2011).

[IpeoOpazoBanusi THOPUIHBIX TEHOMOB, B 3aBUCUMOCTH OT
MIPOUCXOXKICHUS HCXOHBIX THOPUIHBIX KOMOWHALINIL, MOTYT
MIPUBOJINTH K Pa3INuHbIM pe3yibraraM. B oqHux cirydasx ru-
OpHIbI HE Pa3BUBAIOTCS, B IPYTHX CPEH IOTOMKOB I'MOPH/IOB,
B TOM 4YHCJI€ TOCTE TYIUIMKAIUH T€HOMOB, (POPMHUPYIOTCS
crabunbHble TUHUK. HekoTopble M3 HUX MOTYT CTaTh pe-
MPOJYKTHBHO U30JIMPOBAHHBIMU BHJIAMHU H, XapaKTEPU3YsICh
MPU3HAKAMH F€TEPO3UCA, TIPEBOCXOUTH POANTETHCKUE BUIBI
10 TUIOJIOBUTOCTH, XH3HECITOCOOHOCTH M aJallTUBHOCTH
(Ellstrand, Schierenbeck, 2000; Ainouche et al., 2004).

SMO6proHaNbHaA HECOBMECTUMOCTb

1 BO3MOXXHOCTU ee npeoaoneHnA

PanHuMe 3TaIbl HOCT3UTOTUYECKOTO NEPUOAA SIBISIOTCS KPHU-
THUYECKUMH ISl Pa3BUBAIONIMXCS THOPUIHBIX ceMsH. [Toce
JIBOMHOTO OIUIOZIOTBOPEHHSI HECOBMECTUMOCTDh MOXKET IPO-
SBISIThCA HAUMHAS C TEPBOTO JIEIEHUS] 3UTOTHl B TEUCHUE
BCETO MepHo/ia Pa3BUTH 3apojibIiia (SMOpHOHANBHAS HECO-
BMECTUMOCTbB) U MPHBOJUTH K BBIPAKCHHBIM HapyIICHUSIM
B pasButuu 3HA0crepma (banrmukosa, 1986; Vinkenoog et
al., 2003). /Lyt mpeoytonenust SMOpHOHAIBEHON HECOBMECTH-
MOCTH MPUMEHUM METOJ «CIIACeHUsI 3apojblieii» (embryo
rescue techniques), mpeaycMaTpHBAaIOIIHI X CBOEBPEMEHHOE
BBIWICHEHHE U KYJIBTUBHPOBAHUE in vitro. CPOKHU U CIIOCOOBI
BBIWICHEHUs THOPUIHBIX 3apOJIbIILIEH, COCTAB MUTATEIbHBIX
CpeZl 1 yCIIOBHS KyIbTHUBUPOBAHUS 3aBUCST OT TAKCOHOMUYeE-
CKOM IPUHAITICKHOCTH CKpentiBaeMbix BuioB (Kruse, 1974;
Pershina et al., 1998; Yang et al., 2007). BriepBbie 3TOT MeTOT
OBUT NCTIONB30BaH ISl KYJbTUBUPOBAHUS THOPUIHBIX 3apO-
neiett tpHa (Laibach, 1925) n mpumeHsieTcst A71s oy YeHHS
rubpu0B F| MHOTHX KyJIBTyp, B TOM uKcle 31akoBbIX (Kruse,
1974; Pershina et al., 1998; Moreno et al., 2014), oBoutHbIX
(Geerts et al., 2011), uutpycosbix (Aleza et al., 2012), BuHO-
rpana (Li et al., 2014a) u ap.

Kpaiinee nposiBieHHEe HECOBMECTUMOCTU MEXIY UyKe-
POIHBIMY F€HOMaMH — TOJTHAS WJIM YaCTHYHAS SITMMUHALIUS
XPOMOCOM OJIHOTO M3 POJMTEINICH U3 TMOPUIAHBIX KIETOK 3a-
pompIIa, 9To, IO CYTH, — H30aBieHne oT gykepoaHoit JJHK
mytem ee yHnutoxenus (Houben et al., 2011). Oto siBnenue
0bUT0 onucaHo erie B 20-¢ roas! mporwioro cronetus (Kap-
nedenHko, 1935). OgHopoauTenbekas SIMMHHAIIS XPOMOCOM
XapakTepHa JUIsi MHOTUX TMOPUIHBIX KOMOWHALMHN SIMEHS
(Subrahmanyam, Bothmer, 1987; Pershina, Shumny, 2000),
psia ruOpHIOB MIIEHHIIB, OBCa, TabaKa, TOMAaTOB, KAITyCTHBIX
(Houben et al., 2011). IIpu momHOW >TUMUHAIIMA T€HOMA
OJIHOTO POJIUTEIBCKOTO BHA PA3BUBAIOTCS TAINIONIHBIE 3a-
ponpimi apyroro (Subrahmanyam, Bothmer, 1987; Ishii et al.,
2010), a mpy YaCTUYHOHN — K TAIIONTHOMY HAaOOpy OTHOTO
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POAMTENBCKOrO BHJIA J00ABIEHBI OTACIbHBIE XPOMOCOMBI
npyroro (Riera-Lizarazu et al., 1996).

MexaHu3Mbl OTHOPOJUTENBCKON NMMMHUHAIIMN Hanboee
XOPOIIO M3y4YeHBl Ha MPUMEpPe MEKBHUIOBOH THMOPHUIHON
xomOnHarmu H. vulgare x H. bulbosum (Gernand et al., 2006;
Sanei et al., 2011) u mextpudnoii — 7. aestivum x P. glaucum
(Gernand et al., 2005; Ishii et al., 2010). IIpouecc smumu-
HaI[M{ XPOMOCOM COTIPOBOXKJIAIOT CIIETYIOIIUE COOBITHS:
MPOCTPAHCTBEHHOE Pa3/IeIeHHE POJUTEIHCKUX T€HOMOB
B MHTEP(hA3HOM sIIpe; HApYIICHUE PACXOXKICHHS CECTPUHCKHX
XpoMarH]l BUa-raruionpojiocepa B aHadase; odpazoBaHne
XPOMOCOMHBIX TIEPECTPOCK U MUKPOSJIEP; TeTepoXpomMa-
tuzanust u pparmenranus JJHK muxposnep; paspyuienne
MHUKpOsiiep Toxa aericTBueM >HAoHyKiIeassl (Gernand et al.,
2005, 2006; Ishii et al., 2010).

OcHOBHas1 IPUYKHA TUMHHAIMU XpoMocoM H. bulbosum
B KoMOmHarmu H. vulgare x H. bulbosum cBsizaHa ¢ HHAKTH-
BallMeil WX HEHTpOMEp. DTO ONpEAENsIeTCsl TeM, YTO Heak-
TUBHBIEC HEHTpOMepbl H. bulbosum, B OTIMYHE OT aKTHBHBIX
nenTpomep H. vulgare, He comepKar (WM UMEIOT B MaJlOM
koinuecTBe) ructon CENH3, xoTopslif siBisieTcst caiitom
cOOpKHU /715l KWHETOXOPHOT'O KOMIUIEKCa HOPMAJIbHO (DYHK-
IUOHUpYToIei meHTpoMeps! (Sanei et al., 2011). « OnumuHa-
IIMOHHAS CHJIa» TeHoMa H. vulgare TI0 OTHOIICHHIO K TCHOMY
H. bulbosum nposiBisiercsi B KOMOMHAIMSX, B KOTOPBIX 00a
pOonUTENs UMEIOT OMHAKOBOE YHCIIO XpoMocoM, — H. vulgare
(2n = 14)x H. bulbosum (2n = 14) wim H. vulgare (2n = 28) x
H. bulbosum (2n = 28), T.e. Ip1 COOTHOUICHUU POIUTEIIb-
ckux reHoMoB 1:1 (Davies, 1974; Pershina, Shumny, 2000).
I'enbl, OTBEeTCTBEHHBIE 3@ MPOIECC IMUMUHAINH, JOKAJIN-
30BaHbl B KOPOTKUX IlI€Yax BTOPOU U TPETbEH XpOMOCOM
kyasTypHOTO sTuMenst (Ho, Kasha, 1975).

I'mOpuaHbIe KOMOMHAINY C TIPOSIBIICHUEM OHOPOIUTENb-
CKOH siMMuHANMU XpomocoM — H. vulgare x H. bulbosum,
T aestivumx Z. mays, T. aestivum x P. glaucum —MCTIONB3YIOT
B COYETaHMHU C METO/IOM KYJIETHBHUPOBAHMS 3apOJIBIIICH /ISt
nonydenus J[-nuHuil (qurarionHbIX JTUHUH, cHOopMHUpO-
BAaHHBIX HAa OCHOBE TallJIONIHBIX PACTEHUIl C yIBOCHHBIM
yrcioM xpomocom) stamens (Devaux, 2003) u mimeHUIbI
(Inagaki, Mujeeb-Kazi, 1998; Niroula, Bimb, 2009). B pe-
3y/lbTaTe HEMOJHOW 3JIMMHHAIIMU XPOMOCOM KYKYpYy3bl
B THOPHUIHBIX KOMOMHAIMAX Avena sativa X Z. mays Noixy4eH
Ha0Op OBCSHO-KYKYPY3HBIX IOMOJIHEHHBIX JIMHUNA, HCIIOJIb-
30BaHHBIN U KaPTHPOBAHUS T€HOMa KyKypy3sl (Ananiev
et al., 1997). [Ipouecc snuMHUHALIME XPOMOCOM MOXKET pery-
JIMPOBAThCSI YCIOBUSAMH BBIPALIMBAHUS PACTEHUH B TIEPUO]]
Pa3BUTHS THOPHUTHBIX 3apO/BIIIEH I THOPHUIHBIX PACTEHNUI:
nosbleHre Temneparypsl 10 30 °C ycKopsieT JMUMUHALUIO
xpomocoM (Pershina, Shumny, 2000; Sanei et al., 2011), npu
temmnepatype Hmke 18 °C 3ToT mporecc 3amepKuBaeTcs
(Sanei et al., 2011).

MposaBneHne HecOBMeCTUMOCTH

y rmépupos F,

C navanom passutus ruOpujoB F, mocrsuroruueckas He-
COBMECTHMOCTb MOXET OBIThH PE3YIbTAaTOM MPOSABICHUA
THOPHTHOTO XJI0P03a, THOPHUIHON KapIMKOBOCTH WM TH-
OpHIIHOTO HEKpO3a, HAOJIIOAEMBIX Y PACTEHH pa3HbIX CH-
CTEMATUYCCKUX I'pyII 1 O6yCJ'IOBJ'IeHHLIX KOMIIJIEMEHTAPHBIM
BSaHMOLIGfICTBI/ICM TCHOB, HOCUTCIIAIMU KOTOPBIX SABJIACTCA

L.A. Pershina
N.V. Trubacheeva
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Kaxablii u3 poaurensckux BuaoB (Lee, 1981; Tsunewaki,
1992; Tlyxansckuii u 1p., 2002).

[Tox neiicTBHeM reHOB, BHI3BIBAIONINX THOPHIHBIN XJI0PO3,
(hopMupYIOTCSl aHOMaIIbHbIE, OBICTPO JETrPaANpPYOLIHe XJI0-
POILIACTBL, YTO MPUBOIUT K IIOXKEITEHHUIO JIUCTHEB M IPEK-
JeBpeMeHHOMY ctapeHuto pacteruid (Nakano et al., 2015).
Ha npumepe mniieHU4HO-pKaHbIX THOpUAOB 1. aestivum X
S. cereale ycTaHOBIICHO, YTO B Pe3yJIbTaTe B3aUMOICHCTBUS
TeHOB THOPHIHON KapJIMKOBOCTH HA PAaHHUX 3Tarax pa3BUTHS
oOeroB MpeKpalaeTcsi pa3BUTHE arekca U TakuM 00pa3om
OJIOKMpYeTCsl TIepeXxo OT BEreTaTHBHOM CTaJuM Pa3BHTHS
k rereparuBHoi (Tikhenko et al., 2015).

I'mOpuaHbIA HEKPO3 (MM «rHOpHUIHAsT CIadOCTh») MO-
JKET TIPOSIBIIATHCS B paszHble (a3bl pa3BUTHS PacTeHUH, a OT
CTETICHN MX TTOPa’KeHMST — IPUBOJIUTH K JIETAILHOMY, CyOIte-
TaJIbHOMY WM HopMasibHOMY (enoruny (Ilyxanbckuit u ip.,
2002). Kpaiiass ctenens rTHOpHIHOTO HEKPO3a 00yCIOBIeHA
3aIporpaMMHUPOBAHHON THOEIBIO KIIETOK, ITPUBOISIIEH K MO-
CTEIIEHHOMY YCBIXaHHUIO U OTMHUPAHUIO JINCTHEB OT KOHYMKOB
1o ux ocHoBaums (Mizuno et al., 2010). 3To cTaHOBUTCS
MPUYMHON MaccoBOW TruOeIN TMOPUAHBIX MPOPOCTKOB OT
pa3BUTHUS MEPBBIX JIMCTHEB 10 KOJOUICHHMS, SBISSACH, Ha-
HpUMEp, OINPEACNIAIOIIM MEXaHU3MOM HECOBMECTHMOCTH
MEK/Ty KyJIbTYpPHBIM STIMEHeM H. vulgare v poXbio TOCEBHOM
S. cereale (Ilepmuna u n1p., 2000). ['uOpuaHBIL HEKPO3 acco-
[UUPYET C [EITBIM KOMIIEKCOM (PeHOTHITHYECKUX IIPU3HAKOB,
AQHAJIOTMYHBIX TEM, KOTOPbIC TPOSIBIISIIOTCS Y PAaCTEHHH B OT-
BET Ha BO3/ICHICTBHE CTPECCOB, BKJIIOYAs [IOPAKEHUE MaTOore-
Hamu (Bomblies, Weigel, 2007). O6Hapy>keHbI THOPHIHBIC
xoMOmHaIww meHuIs! (Sharma et al., 2003) u Arabidopsis
thaliana (Bomblies et al., 2007), koTOpble paccMaTpHBalOT
B KaueCTBE MOZEIIEH! Ul U3yUeHHUs ay TOMMMYHHO CHCTEMBI
Yy pacTeHWH W MOJICKYJISPHBIX MEXaHH3MOB ITOCT3UTOTHYE-
CKOM HECOBMECTHUMOCTH, OOYCIIOBJICHHOH JICHCTBHEM I'CHOB
THOPHIHOTO HEKPO3a.

HaxoruieHue 7aHHBIX 0 TEHETHYECKOM KOHTPOJIE THOPHITHO-
T'0 XJIOPO3a, THOPUIHON KapJIMKOBOCTH U THOPHUIAHOTO HEKPO-
3a, a TAKXKE UX PacCIPOCTPaHEHUE Y COPTOB M TUKOPACTYIIHX
copoanueit (Tsunewaki, 1992; ITyxansckuii u ap., 2008)
CIIOCOOCTBYIOT II€JICHAINTPABICHHOMY MO100PY POIUTENBCKUX
nap Jyisi IOJMY4eHHs )KU3HECIIOCOOHBIX THOPHUIIOB KaK IPH
MEXKCOPTOBBIX, TaK U MPH OTHAIICHHBIX CKPEIIUBAHHSX.

JpyruM HIMpOKO pacnpoCTpaHEHHBIM MOCT3UIOTHYE-
CKMM 0apbepoM HECOBMECTUMOCTH SBIISCTCS] CTEPHIBHOCTD
ruOpuaoB. CTeprmIbHOCTE, 00YCIIOBICHHAs 00pa3oBaHHEM
He(yHKIMOHAJIBLHBIX TaMET C HeCOaJIaHCUPOBAHHBIM YU CIIOM
XPOMOCOM, MOKET OBITh CIISICTBHEM MX aHOMAJILHOT'O TT0Be-
JICHUS B MEH03€ N3-3a XPOMOCOMHOW HECOBMECTUMOCTH, YTO
OIMCAHO Ui MHOTMX TMOpHAHBIX KoMOuHaiui (BaBuios,
1935; bynamkuna, 1971; Hymeposa u np., 1990; Moreno et
al., 2014).

Knaccuueckuii moxo1 K BOCCTaHOBJICHUIO (pepTHIILHOCTH
ruopuoB F, 0COOEHHO MOIYyYEeHHBIX OT CKPEMMBAHUI PO-
JIUTEIILCKUX BHJIOB C Pa3HBIM YHCIIOM XPOMOCOM, — YIBOCHHE
uX 4vmcia, odecrnevyrnBaromiee GopMUPOBaHUE OUBAJICHTOB
MEXy TOMOJIOTHYHBIMH XPOMOCOMaMH M NPaBHIBHOE HX
pacxoxaenue (Feldman, Levy, 2005). K nymmukanuu reHo-
MOB TIPUBOJISIT CIIOHTAHHOE MJIM MHAYIIMPOBAHHOE Y/JIBOCHUE
YHCJIa XPOMOCOM B COMAaTHYECKHUX KJIETKaX, HAIPUMEp IO
neiicteuem konxuina (Blakeslee, Avery, 1937), u o6pa3o-
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BaHMe (DYHKIMOHAJIBHBIX KEHCKHX U MYXCKHX TaMeT C He-
penynrpoBaHHEIM grciaoM xpomocoM (Silkova et al., 2011;
Crismani et al., 2013). Kpome renernueckoii 00ycioBieH-
HOCTH 00pa30BaHusl (YHKIIMOHAIBHBIX FAMET Y OTAAJICHHBIX
rubpunos (Silkova et al., 2011), Ha 3TOT mpoIIECC OKA3HIBAIOT
BJIMSIHUE DK30TCHHBIC (aKTOphI — BBICOKAs TeMIepaTrypa
(Kapnieuenko, 1938) unu ycnoBus in vitro npu HaJIuduu
(hUTOrOpMOHOB B KYJIBTYpPaJIbHBIX Cpeax, 00€CIIeUMBAIOLINX
pEereHepanuIo MpOPOCTKOB B KAJLTYCHOM KYJIBTYpE, HHIYLIUPO-
BaHHOM M3 cOMaTHYeCKUX KieTok rudpumos (Pershina et al.,
1998). IIpu cuIbHO BRIPa’KEHHBIX MEKTEHOMHBIX KOH(IHK-
Tax, NPUBOSIIIMX K IIUPOKOMY CIIEKTPY HapyLICHHH B Meii-
03€, Kak, Hanpumep, B komOuHanuu Oryza sativa (2n = 24) x
Luziola peruviana (2n = 24), naaynmupoBatb 00pa3oBaHue
(yHKIIMOHANBHBIX TaMeT He ynaercst (Moreno et al., 2014).
AHOMaJbHOE TOBEACHHE XPOMOCOM B MeW03€ — HE €IMH-
CTBEHHAs NPHYHHA 00pa30BaHMs HEXKUZHECTIOCOOHBIX raMeT.
Tak, y HEKOTOPBIX KOMOMHALNI MEKIIOABUIOBBIX THOPUIOB
O. sativa subsp. indica x O. sativa subsp. japonica Meio3 10
00pa3oBaHM TeTpaJ MPOTEKaeT HOPMAIBHO, HO MOCIIE STOH
CTaJM¥ MPOUCXOAAT MHOTOYMCIICHHBIC HAPYIICHUS B Pa3BH-
TUHM MUKpocIop U nbuibHUKOB (Liu et al., 2004).

Kpome Toro, CTEepHUIBHOCTh y OTHAICHHBIX THOPHUIOB
MOJKET MPOSIBISATBCS U B PE3yNbTaTe SACPHO-IUTOILIA3MATH-
yeckoit HecopmectumoctH (Zhu et al., 2008).

ApepHo-yuTONNasmMaTNyeCcKne B3auMogencTens
KaK O4AVH N3 mexaHn3amoB HeCOBMeCTUMOCTHA

npn otaasieHHbIX CKpewnBaHNAX N ocobeHHOCTHN
mogenen ANA ux nsyyeHus

B pactutenbHOM KIIETKE HACIEAyeMasi FeHETHUSCKast HH(POP-
Marys HepaBHOMEPHO pacipeieieHa MexX /Iy TeHOMaMH SIpa,
MUTOXOHAPUU ¥ Tmactu. CTpyKTypHO-(QYHKIIOHATbHAS
KOaIanTanus M1y STHMHU FeHOMaMH B ITPOLIECCE DBOJIOLIUH
COTIPOBOXKAANIACh KaK WHTErpanueil OosbInell YacTH TeHOB
TUTACTHU]T 1 MUTOXOHIPHUH B SACPHBIN TEHOM, TaK U MOTEpei
renoB opranesut (Jesse et al., 2008). S nepHbIii reHOM KOHTPO-
JUPYET SKCIPECCHIO OPTaHeTIHHBIX TEHOB C TOMOIIBIO (haKTO-
POB, KOTOpBIC B3aUMOJICHCTBYIOT HA TIOCTTPAHCKPHITITHOHHOM
YPOBHE C LEJIEBBIMUA OPraHebHBIMU TPAHCKPUIITAMH. JTOT
TMIPOIIeCC Ha3bIBAaeTCA aHTEPOT PAIHON peryismueii (Brautigam
et al., 2007). Co cTOpoHBI OpraHeIbHBIX TEHOMOB OCYIIIECT-
BIISIETCSI PETPOTPaHas PETYIISIINs, BKIFOYAIOIIAs MHO)KECTBO
MyTeH Tepeaadyn CUTHAJIOB, HAIPABICHHBIX Ha PEryIHpOBa-
HUe 3Kkcnpeccun sinepHblx reHos (Fujii, Toriyama, 2008).
CKOOp/IMHUPOBAaHHBIE B3aUMOACHCTBUS MEKAY SIEPHBIM
1 OpTraHeTFHBIMU TEHOMAaMHU OTIPEIEIISIOT KaK «SIepHO-ITH-
ToIIa3MaTrndeckue B3anmoeiicteus» (Michalak de Jimenez
et al., 2013). B ciyuae HapyuIieHus: B3aUMOICHCTBUN MEKIY
SIIPOM M OpTaHeTbHBIMU TeHOMaMH BO3HUKAIOT SACPHO-ITUTO-
ia3MaTdeckre KOHMIMKTHL. CIeACTBHEM TaKOro KOH(IIHKTA
SBJISETCSI UTOIIA3MAaTHYEeCKass MYMKCKasi CTEPUIBLHOCTh
(IMC), acconmupoBaHHasi ¢ MyTalUSIMU T€HOB MHUTOXOH-
JPUATFHOTO TCHOMA, OKA3bIBAIOIIUX BIIMSHUC Ha IICIICBBIC
sIICPHbIC TeHBI, OTBETCTBEHHbIE 32 PA3BUTHE OPTraHOB IIBETKA
n meuTbLIEI (Yang et al., 2008).

Boree crmoxHbIe MEXaHU3MBI MEKTCHOMHBIX B3aUMOJICH-
CTBHH, B TOM YHCJI€ CBSI3AHHBIX C HAPYILICHUSIMU IBOJIIOIIMOH-
HO CIIOXKHBILIETOCS SACPHO-IIMTOIIIa3MaTHUECKOTO OanaHca,
MIPOSIBIISIIOTCS. TIPH OTJAJICHHOW TMOpuAn3anun. JTo ompe-
420
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JIEJIICTCS] TeM, YTO y OTJAJICHHBIX THOPUIOB B OHOM SIIPE
00BEIMHAIOTCS 1BA PA3HBIX POANTEIBCKUX T€HOMA, BHEAPEH-
HBIX B OOJIBIIMHCTBE CIIy4aeB B MATEPUHCKYIO IIUTOILIA3MY.
B nureparype BIOJIHE CIIpaBEeIMBO HMOAYEPKUBAETCS, YTO
POJTH SIIEPHO-IIUTOIIIA3MATHIECKUX B3aUMOICHCTBHH B TIOCT-
3UTOTHYECKON M30JIAINN MEXAY BUAAMH YACISIETCS Mallo
BHUMAaHHUs, a B Ka4eCTBE MOJelieH i u3ydeHus 3(h¢GexToB
SIAEPHO-LUTOIIIA3MAaTUUECKUX B3aUMOJAEHCTBUN paccMa-
TPHUBAIOTCS PEIMIIPOKHBIE THOPHIBI M AJUIOTIA3MAaTHIECKIe
munun (Levin, 2003).

PermmnpoxHbie THOPHIBI COUETAIOT OJUH M TOT XKE SAep-
HBIH THOPHUIHBIN TEHOM C pa3sHOl IHUTOIUIA3MOH, ITOATOMY
[IpY HAJIUYUM PA3IUYMN MEXKAY NapaMHU PEeLUNPOKHBIX
THOPUIOB UX MOXKHO CUHTATh PE3YJIbTaTOM BIMSHHS I[UTO-
TUTa3MBl WJIM OCOOEHHOCTEH SIepPHO-IIMTOILIA3MAaTHIECKUX
B3auMoeicTBuil. Tak, BAMSHUEM LIMTOILIA3MBI OOBSICHSIIOT
HeoauHaKoBbI ypoBeHb MeTuinuposanus JHK u pasnnuus
B TIaTTEPHAX KCIPECCUH T'€HOB Y PEIHUIPOKHBIX THOPUIOB
Mexy coprom Nipponbare Oryza sativa ssp. japonica v Tu-
uuert 93-11 O. sativa ssp. indica (He et al., 2010), a Taxxe
pa3iIuyus B MPOSIBICHUN (EHOTUNUYECKUX MPHU3HAKOB
(BBICOTBI pacTeHHi, (JOPMBI IJI0/Ia U MAcChl OJHOTO TIIO/A)
Y PeUUIIPOKHBIX THOPHUIOB MeXIy Solanum lycopersicum
u S. pimpinellifolium, xotopsie onpenenstorcs nuddepen-
LUAJIbHON KCIIPECCUEH T€HOB, OIIOCPEIOBAHHOM BIUSHUEM
Hekonupytomux Manbix PHK (Li et al., 2014b).

OxHaKko pas3yinyusi, MPOSIBISIIOIIMECS Y PEHUIPOKHBIX
Fl/I6pl/IZ[OB, MOTYT HE€ TOJBKO OBITH CBSI3aHBI C BIMSHHUEM
IIUTOIIIA3MBI, HO M ONPENETATHC dPPEKTaMH TPOUCKOXK-
neHust porureneit (parent-of-origin effects), uto oxaspiBaeT
CYIIECTBEHHOE BO3/ICHCTBHE B IEPUOJL PA3BUTHSI THOPUIHBIX
cemsH (Dilkes, Comai, 2004). B 3aBUCHIMOCTH OT IJIOUTHOCTH
CKpPEIINBAaCMBIX BHJIOB MOTYT HapyIIaThCsl HEOOXOIMMOE CO-
orHoueHue (2: 1) momHoro Habopa XpOMOCOM MaTepPUHCKOTO
rerotuma k otnoBckomy (Bushell et al., 2003), a Taxxe 6a-
JIaHC MMIIPUHTUPOBAHHBIX TeHOB B 3Hp0cTepMe (Vinkenoog
et al., 2003). DTo BieueT 3a co0OW aHOMAaJbHOE pPa3BUTHE
3HJO0CHEPMa U (DYHKIIMOHAIBHO CBI3aHHOTO C HUM THOpHI-
HOTO 3apozbima. Vcronb3oBaHHEe PEIUITPOKHBIX THOPHUIOB
B Ka4C€CTBC MOﬂeﬂeﬁ AJIA UBYYCHUS AACPHO-IIUTOILIa3MaTu-
YECKHMX B3aHMMOJECHCTBUN YCIOXKHSIETCS M TEM, YTO HE IS
BCEX TMOPUIHBIX KOMOMHAIINI BO3MOXHO OCYIIECTBUTH 00a
HalpaBJICHUSA CerLlII/lBaHl/Iﬁ n3-3a TCHETUYCCKU ACTCPMMU-
HUPOBAaHHOM MPE3UTOTHUECKON PENPOLYKTUBHON M30JALUU
(Rieseberg, Carney, 1998).

Jpyrumu MoaessiMu JUlst U3y4eHUs POIU S AEPHO-LIUTOILIA3-
MaTHYECKHX B3aUMOJEHCTBUI B KaUECTBE IIOCT3UTOTHUYECKUX
MEXaHU3MOB HECOBMECTUMOCTH SIBIISIOTCS AJIOTUIa3MaTnye-
ckue yunuu (Levin, 2003). Tlo onpeaenenuto, ajuiomia3ma-
TUYECKHUE JTUHUH (SACPHO-IIUTOIIa3MaTHIECKIEe THOPHUIBI)
COYETAIOT SIICPHBIM T€HOM OJIHOTO BHJA, a HUTOIUIA3MY —
npyroro (Kaul, 1988). Teoperuyecku ji1st 00pa3oBaHus ajuio-
TUIa3MaTHYECKUX JIMHUH TOTKHBI IPOMCXOIUTH 1Ba OCHOBHBIX
coObITHS: 1) 3aMeIIeHne MaTepUHCKOTO SIIEPHOTO TCHOMA Ha
OTILIOBCKHIA SIZIEPHBIA TEHOM B TIPOLIECCE TIOCIIEI0BATEIbHBIX
BO3BPATHBIX CKPEIIMBAHUI I'MOPUIOB C OTIIOBCKUM BHIIOM;
2) 3BOJIIOIIMOHHO 3aKpEIUICHHAs IIepeiaya OpTraHeIbHBIX
TeHOMOB 110 MaTepuHckoii juauu (Tsunewaki, 1996). Aso-
IUIA3MaTHYECKHE JINHUN TIOJTyYeHBI y pa3HbIX BUOB TFiticum
(Tsunewaki, 1996), Allium cepa (Vu et al., 2011), Brassica
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napus (Landgren et al., 1996; Shinada et al., 2006), Nicotiana
tabacum (Farbos et al., 2001) u gpyrux pacrenuii. B 3aBucu-
MOCTH OT SIZICPHO-ITUTOIUIA3MaTHUCCKIX KOMOWHALIMK Y all-
JIOTUIA3MaTHYECKUX JIMHUI MOTYT IPOUCXOJUTh HAPYIICHUS
KJIETOYHOI'O Pa3BUTHUS, CBSI3aHHBIE C BBICOKON YaCTOTON XpO-
MOCOMHBIX aHOMAJTHH B COMaTHYECKUX KJICTKaX, TPUBOJISIIIAX
K THOEJH KJIETOK, TIOJIaBJICHUIO POCTA M Pa3BUTHSI PACTCHUI
(bamaesa u ap., 2006). Kpome Toro, y aymroniazMaTnaecKix
JIMHUHA OTMEYAIOT 33IeP’KKY CPOKOB CO3PEBaHUSI, POSIBIICHNE
LIMC, a takxe hopMupoBaHue 0€33apOABIIIEBBIX WU MOP-
IIWHUCTBIX CEMSH, U3MEHEHUsI B Mopdomoruu cemsaoneit
u muctheB (Jiang et al., 1993; Suzuki et al., 1995), B cTpykType
u okpacke 1BeTkoB (Farbos et al., 2001).

Ha npumepe amiomia3mMaruyeckux JIMHUM Pa3HOroO Ipo-
MCXOX/ICHHUS TTOKa3aHa aCCOIMMPOBAHHOCTH IPOSIBICHHUS
IIMC ¢ QyHKIIMOHMPOBAHUEM MHTOXOHPUAIBHBIX T€HOB
(Landgren et al., 1996; Shinada et al., 2006). ITockonbky
annorutazmMarnaeckne maun ¢ [IMC paccmarpuBaroT Kak
OJIHY M3 CHCTEM, UCIIOIb3YEMBIX JUIS ITOTY4EHHS THOPUIHBIX
cemsH (Pelletier, Budar, 2007), Ba)KHBIM acIIEKTOM CIY)KUT
BBISIBJICHHE MEXaHN3MOB BOCCTAHOBIICHNS X (PEPTHILHOCTH.

Tak, hepTHIBHOCTB ajuIOIIIa3MaTHUECKUX JTMHUH BOCCTa-
HaBIIMBACTCS B PE3YNIBTATE MX ONBUICHUS JIMHUAMH, HMEIO-
IIAMH TOT XK€ SJAEPHBIH T'eHOM, YTO U aJUTOIIa3MaTHIecKue
JIMHUH, HO KOTOPBIE HECYT SIJICPHbIC TeHbI — BOCCTAHOBHUTEIIN
(hepTrbHOCTH Ha Yy)XepomHo# nuTorurazme (Shinada et al.,
2006). Harmpumep, y amioruia3MaTHuecKuX JTMHUM MSATKOH
MIICHUIIBI C IUTOTUIA3MOU Triticum timopheevii BOCCTaHOB-
nerne (GepTIIFHOCTH (32 CUET Pa3BUTHS KU3HECTIOCOOHON
MBUTBIIBI) KOHTPOJIUPYETCS TIOTMTEHHOM CHCTEMOM OCHOBHBIX
BOCBMUsLIIEpHBIX Rf I — Rf8 reHoB (fertility restorer), nokanu-
30BaHHBIX B XpOMOCOMax MATKoU mmeHuIts! 1A, 7D, 1B, 2DS,
6B, 6D, 7B, 6DS (Sinha et al., 2013), a Takxke Tpex McHee
3 PCKTUBHBIX TCHOB, JIOKAJIM30BaHHBIX B XpOMOcOMax 2A,
4B u 6A (Ahmed et al., 2001).

Kpome ToTO, Y TeHOTHIOB MIIEHHUIIBI, MMEIOIINX YyXKe-
POZIHYIO IIUTOILIA3MY, IPOUCXOIUT HapyIleHne (QyHKIIMOHH-
pOBaHUS SICPHBIX TEHOB scs (species cytoplasmic specific),
OTBETCTBEHHBIX 3a SACPHO-IIUTOIIA3MATHYECKYIO COBME-
ctumocTth (Michalak de Jimenez et al., 2013). I'ensl scs, kak
¥ TeHbl Rf, IMEIOT crienin(prIecKiue MUIIIEHH B MUTOXOH/IPHSIX,
HO, B OTVINYNE OT T€HOB Rf, HE CBA3aHBI C BOCCTAHOBICHUEM
(hepTHIIBHOCTH Y aJUIOTUIa3MaTHYECKUX JIMHUH, & ONIPEICIISIOT
ANEPHO-LIUTOIIA3MaTHIECKYO0 COBMECTHMOCTb 32 CUET MOJ-
Jiep>KaHusT He0OOXOIMMOTO YPOBHS DHEPTHHU M )KN3HECTIOCO0-
HocTH pacteHuit (Maan, 1992). SnepHo-1uToruiazmaTuyeckas
COBMECTHMOCTD y AJUIOMJIA3MAaTHYECKUX JIMHUH IIICHHIBI
BOCCTaHaBIIMBaeTCs O] AeiicTBreM reHoB scs (Hossain et al.,
2004) wiu Nece (nuclear cytoplasmic compatibility) (Asakura
etal., 1997), KoTopbie HHTPOTPECCUPYIOTCS B SIACPHBIA TEHOM
AIJIOIUIa3MaTHIECKUX TEHOTUIIOB ITIICHHIIB B TIPOLIECCE UX
(hopMHpOBaHUS U3 SAEPHOTO MEHOMa MATEPHUHCKOrO BHJA
(moHOpPA IUTOTIIA3MBI).

AHaNIOrN4HBII MEXaHN3M BOCCTAHOBIICHUS (PEPTHILHOCTH
(3a cyeT MHTPOTPECCHU I'EHOB M3 SAEPHOTO I'eHOMa JIOHOpa
IUTOIUIa3Mbl) XapaKTepeH s ajuIonIa3MaTHdecKuX Ju-
HUH Pa3HOTO MpOHMCXOXIeHUS: N. fabacum ¢ MTOIIIA3MOM
N. repanda (Gerstel et al., 1978); B. napus ¢ IUATOIIa3MO
Enarthrocarpus lyratus (Janeja et al., 2003); B. juncea c uu-
tornasmoit E. lyratus (Banga et al., 2003), nuronna3smoit
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Erucastrum canariense (Prakash et al., 2001) 1 uurorinasmoi
Diplotaxis catholica (Pathania et al., 2003).

CrerieHb BBIPQXEHHOCTH SIJICPHO-IIUTOIIA3MAaTHIECKOTO
KOH()THKTA 3aBUCUT OT (PUITOTCHETHYESCKON OTIAJICHHOCTH BH-
JIOB, COUETAIOIMINX Ty>KEPOHBIE 10 OTHOIICHHUIO APYT K APYTY
sJepHble TeHOM U IuToruiasMy. Hampumep, uccienoBanne
AJUIOIUIA3MAaTHUYECKUX JIMHUM MATKOM IIIIEHUIBI, HECYIUX
IIUTOILIA3MY BUAOB Aegilops N AMKOPACTYILETO BUAA TIMEHS
H. chilense, moxa3zano, 4to 6osee MacITaOHbIe H3MEHEHUS Ha
YPOBHE TPAHCKPHUIIIMU ¥ METa00IN3Ma TPOUCXOMAT Y JINHUH
¢ muToIIasmMoii H. chilense, TakcoHoMu4yeckn 0oJjiee oT/a-
JICHHOTO OT IIIIEHUIBI BUJA, yeM BHIBI Aegilops (Crosatti
et al., 2013). Crneyer OTMETHTB, YTO B IUTUPYEMOI paboTe
W3yUYCHHbIE aJUIOIUIA3MaTUYECKUE JINHUH, HE3aBUCUMO OT
MIPONUCXOXKACHUSI IIUTOILIA3MBI, ObUTH (pEepTHIILHBIMA.

Bce paccMmoTpeHHBIE BbINIE MPUMEpPbI ajulonjia3MaTnye-
CKHUX JINHUH MPEAIOaraioT, 4YT0 y HUX COUYETAIOTCS IUTO-
TUIa3Ma OJTHOTO BHJIA, & SIAEPHBIA T€HOM — JIPYToro, TaK Kak
NPy UX 00pa30BaHUM MPOMCXO/MIIA MEpeaada [UTOILIa3MBbI
[0 MaTePUHCKOW JIMHUU. MeXIy TeM ONHMCaHbl Cllydan Ha-
PYIICHHS SBOIIOLMOHHO 3aKPEIVICHHOTO MEXaHM3Ma Hacie-
JIoBaHusi rTeHOMOB opranesut (lanunenko, laBeiaenko, 2003),
B TOM umcie npu rubpunusannu ([laannenko, JlaBbaeHKo,
2003; Bogdanova, 2007). Tak, mpyu MeXITOMYJISIHOHHBIX
ckpemmBanusix Helianthus verticillatus BbISBICHBI Cilyuau
nepemadn xioporutactaoro reHoma (Ellis et al., 2008), a mpu
MEKIOMY/ISIIMOHHBIX CKpeIMBaHUsIX Silene vulgaris —muto-
xoHapuaibpHoro reHoma (Bentley et al., 2010) ot oTiHOBCKOTO
reHorumna. [Ipu oTnaneHHoN ruOpuAN3auy MIICHNIBI OTME-
yanu 3aMeHy nepenaun MT/IHK mo marepuHckoil IuHNM Ha
OTIIOBCKOE MJIH JIBYPOAUTENLCKOE HacaeqoBanue (Soliman et
al., 1987; Kiang et al., 1994; Kitagawa et al., 2002; Aksyonova
et al., 2005).

JBypoauTENIbCKOE HACIEA0BaHUE FEHOMOB OPTaHEeII
HPHUBOJMT K TETEPOILIA3MUU y THOPUIOB |, T. €. K HaIUIMIO
B KJIETKaX T’HOpHI0B OoJiee OJHOTO BapHaHTa MUTOXOH JpHaITb-
Ho# (MT) nnu xsopornactHo# (xm) JIHK. ITpu 6exkpoccupo-
BaHUY OTIOBCKMM BHJIOM (IIIEHUIIEH ) TIMEHHO-TIIIIEHUIHBIX
ruopunoB H. vulgare X T aestivum, 1j1si KOTOPBIX XapaKTepHa
rereporuiazmust MTIHK, Habmronanu n3MEeHYMBOCTh HE TOJb-
KO SJIEPHOTO, HO 1 MUTOXOHJPHAILHOTO TeHoMa. [Ipu atom
xapakrep m3MmeHunBocTH MT/IHK y dopmupyrommxcs amno-
iasMatudeckux auHuil (H. vulgare)-T. aestivum accoruu-
POBaH MJIM C BOCCTAHOBICHNEM (DEPTHIILHOCTH, HITH C 3aKpe-
ieHneM ctepribHOCTH (Aksyonova et al., 2005; Tpybadeesa
u 1p., 2009, 2012). Tak, mpu BOcCTaHOBICHUHU (EePTHILHOCTH
aytoriasMaTideckux JuHui (H. vulgare)-T. aestivum mpo-
ucxoaut ysenuuenue uucnaa xonuit MTJHK nmennunoro
(OTIOBCKOTO) TUMA, a MPH 3aKPEIVICHUU CTEPUIIBHOCTH TIpe-
00agaroT KO MaTEePUHCKOTO (SIMEHHOTO0) THIA. TaKyio
K€ 3aKOHOMEPHOCTh HAOIIONAIH M ITPH 00pa30BaHUM aJUIO-
TUIA3MaTHYECKUX JIMHUH MIICHHUIIbI, HECYIUX LUTOIIa3My
ompeneneHHbx BUAoB Aegilops (Tsukamoto et al., 2000;
Hattori et al., 2002). Ycranosneno, uto nuddepeHnuaibHas
ammrdukanus kornuit MT/IHK y ammoriasmarnye ckux TuHUNA
MIIEHUIIBI HAXOINUTCS O] KOHTPOJIEM SICPHO-IINTOIIIA3MATH-
YEeCKHMX B3aMMOJICHCTBUI M 3aBUCHUT OT MaTEPUHCKOTO BHJIA —
ucTouHuka nutoruiasmel (Hattori et al., 2002).

CocTosiHHE TeTEePOIIa3MUN OTMEUCHO y aJUIOIIa3MaTH-
yeckux JmHud (H. vulgare)-T. aestivum n (H. marinum ssp.
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MexBungoBaa HeECOBMECTUMOCTb NPU OTAANIEHHOW
rmépugmnsauny pacTeHnin 1 BO3MOXHOCT ee MPeofoneHns

gussoneanum)-T. aestivum 1 1O ONpPEAEICHHBIM MOCIEN0-
BarenpHOCTIM XII/IHK, 9TO Taxke MOXHO OOBSICHHUTH JIBY-
POIMTENBCKOM TIepenaueii STUX MOCIIeJ0BaTeIbHOCTEH TIPH
CKpCIIUBAHUSAX BUAOB stuMeHst H. vulgare u H. marinum ssp.
gussoneanum ¢ MsATKo# nmenwei (Tpybaueesa u ap., 2012;
[Mepmuna u ap., 2014).

Takum 0Opa3om, IpHUBe/ICHHbIC JAaHHBIC YKA3bIBAIOT HA TO,
YTO AJUIOIUIA3MaTHYIECKHE JIMHUH HE SBIISIFOTCS PE3YIBTaTOM
MIPOCTOTO COYETAHUS SI/IEPHOTO FeHOMa OJTHOTO BH/IA, a IIUTO-
TU1a3Mbl — JIpyroro. B mporecce cTaHOBIEHUS aljiomia3ma-
THUYECKUX JIMHUH IPOUCXOIUT SIIEPHO-IUTOIIIa3MaTHIECKast
KOQ/IaNTalys, CBI3aHHast CO CTPYKTYPHO-(QyHKINOHAILHON
N3MCHYUBOCTBIO AACPHOTO U OPIaHCIIbHBIX TCHOMOB, KOTOpas
MOXET 00eCIIeunTh BOCCTaHOBIICHHE (PEPTUIHLHOCTH U TIOA-
Jiep>KaHHe SKU3HECITIOCOOHOCTH ATUX JINHHH.
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MpoaoNKNTENBHOCTb XMU3HW ABAAETCA KOMMIEKCHBIM KONIMYECTBEH-
HbIM MPU3HAKOM, BHOCALLMM Onpefenaownii BKnag B AapBUHOBCKYIO
nprCNocobaeHHOCTb. PacKpbiTrie reHeTUYecKon NPUPoabl JONTOXM-
TeNbCTBa — PyHAAMeHTanbHasA Npobnema 3BOIOLMN OHTOreHe3a, 3BO-
NIOLNOHHON FrEHETUKUN U MONEKYNAPHON repoHTonornn. B ontumans-
HbIX YC/IOBMAX CYLLECTBOBaHMA NMPOJOSIKITENBHOCTb XKN3HU onpeae-
NAETCA CKOPOCTbIO CTapeHus. B cBoto ouepenib, peHOMeH cTapeHus
COCTOUT M3 B3aMMOCBA3aHHbIX NMPOLECCOB, MPOVNCXOAALLMNX Ha Opra-
HM3MEHHOM, TKaHEBOM, KJIETOYHOM, MOJIEKYAPHO-TEHETUYECKOM
ypoBHAX. OHM BKIOYAIOT Aeperynaumio NpoLeccoB NogaepxKaHma
romMeocTasa, MeTabosIMyecKnx peakumin n nepefauv BHyTpu- 1 Mex-
KNEeTOUHbIX CUTHAIOB, HAKOM/IEHNE HECMOCOOHbIX K AENIEHNIO KIEeTOK,
NOBPEXAEHHbIX OpraHesia 1 MaKpOMOJIEKYJ1, SNUreHeTMYECKNe n3me-
HeHWA 1 reHeTUYeCKyto HeCTabunbHOCTb. 3afaven HacToALero o63opa
ABnAeTcA 0606LLeHVe NMEIOLMXCA CBeleHNN 06 OCHOBHbIX FreHeTnYe-
CKUX fleTepMUHAHTaxX NPOAOCIKUTENbHOCTM XXN3HU U cTapeHus. Pac-
CMOTPEHbI FeHbl U CUTHaJbHbIE Kackafbl, BVAIOLLME Ha CKOPOCTb
CTapeHus yepes perynsauuio cTpecc-oTBeTa, 0bMeHa BeLLecTs, pocTa
KNeTOK 1 opraHun3ma, noafepaHue LesioCTHOCTU reHoMa 1 NpoTeo-
Ma, Ka4eCTBEHHOIO 1 KONIMYEeCTBEHHOIO COCTaBa MUTOXOHAPWIA, BOC-
nanuTenbHOro OTBETa, arnonTo3a ¥ CeNeKLUUN XN3HECTOCOOHDBIX KNETOK,
a TakKe LMpKaaHbIX puTMOB. [NepepacnpeaeneHne sHepreTnyeckmx
pecypcoB Mexay npoueccamm pocTa 1 CaMoNofAepKaHNA XU3HeCNo-
COBHOCTV MOXET 3aMyCTUTb 16O OTKNIOYUTb «MPOrPammMy AONTOXKN-
TenbCTBa», 06ecneyrBas NOBbILLEHHYIO YCTONUMBOCTb K CTpeccam

1 3aMefJIeHHOe CTapeHe opraHn3ma. Ha ocHoBaHMM aHanm3a repo-
NPOTEKTOPHOrO NOTEHLMANa perynaumm akTMBHOCTH paccMaTpmBae-
MbIX FeHOB Obl/In BblAeSIeHbl BO3MOXHbIe NOAXOAbI ANA 3aMefJSieHNA
CTapeHUA 1N JOCTUXKEHNA 3[0POBOro Aonronetus. K HuM oTHeceHbl
BOCCTaHOBJIEHME reTepoXPOMaTUHA; MOAABNEHNE PETPOTPAHCMNO3N-
LWiA; yCTPaHEHMe KIETOK C aHeymnnovaneit; BOCCTaHOBNIEHUE KUCIOT-
HOCTV NIN30COM; YAJIMHEHVE TeIOMEep; NOAABIEHNE XPOHNYECKOro
BOCMasieHns; yCTpaHeHNe NnepeKpecTHbIX CLUMBOK GENKOB; SNMMUHA-
LMA CEHECLEHTHbIX KNETOK; BOCCTaHOBNeHMe ypoBHeln HAl+; nHrnbum-
posaHuie mTOR, S6K, TGF-3, AT1; KOHTponupyemas akTuBaLusa reHoB
«nporpammbl gonroxutenbctsa» FOXO, AMPK, PGCTa, NRF2.

KntoueBble cfioBa: NPOAOIHKUTENIbHOCTD KMN3HW; CTaPEHWE; FeHbl
[onroneTua; Nnporpamma JonroneTus.
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Lifespan is a complex quantitative characteristic that
makes a significant contribution to the Darwinian
adaptiveness. The disclosure of the genetic structure
of longevity is a fundamental problem of the evolution
of ontogeny, evolutionary genetics and molecular
gerontology. Under optimal conditions, the lifespan

is determined by the aging rate. The aging process

is made up of interrelated processes that take place

at the organismal, tissue, cellular, molecular and ge-
netic levels. These include deregulation processes of
homeostasis maintenance, metabolic reactions and
sending intra- and intercellular signals, accumulation
of senescent cells, damaged organelles and macro-
molecules, epigenetic changes and genetic insta-
bility. The objective of this review is to summarize

the available information about underlying genetic
determinants of longevity and aging. Genes and
signaling pathways that regulate stress response,
metabolism, growth of cells and organism, maintain-
ing of genome and proteome integrity, qualitative and
quantitative mitochondria composition, inflammatory
response, apoptosis and selection of viable cells,

as well as circadian rhythms were considered. The
redistribution of energy resources from one pathway
to the other can induce or inhibit the "longevity
program’, providing increased vitality and aging
slowdown. Based on the analysis of geroprotective
potential of examined genes’ regulation, main targets
have been identified to slowdown aging and achieve
healthy longevity. These trends include heterochroma-
tin recovery, retrotransposition suppression, aneuplo-
idy elimination; restoring the acidity of lysosomes;
telomere elongation; suppression of chronic inflam-
mation; elimination of protein cross-links; elimination
of senescent cells; recovery of NAD+ levels; inhibition
of mTOR, S6K, TGF-(3, AT1; controlled activation of the
"longevity program” genes FOXO, AMPK, PGCTa, NRF2.

Key words: lifespan; aging; longevity genes; longevity
program.



POROIDKUTEIBHOCTD )KU3HHU, T. €. CIIOCOOHOCTH ITOJIEP-

JKHUBATh KN3HECIMOCOOHOCTh OpraHM3Ma JJIUTEIbHOE

BpEMSI, SIBIISCTCS] KOMIUIEKCHBIM KOJIMYECTBEHHBIM ITPH-
3HaKOM, BHOCAIIIUM OHpeﬂeﬂHlOHll/Iﬁ BKJIaJl B JApBUHOBCKYIO
MIPHUCIIOCOOIEHHOCTD. PaCKphITHE TEHETHYECKOI CTPYKTYPHI
JIOJITOXXHTENBCTBA — (PyHJaMEHTAIbHAs ITpo0IieMa IBOITIOIINT
OHTOI'€HE3a, dBOJIIOLIMOHHON I€HETUKU U MOJIEKYJISIPHOM Te-
ponTonoruu (Mockaies, 2008).

B onTuManbHBIX I KU3HENSSTEIBHOCTH YCIOBHSX CY-
ECTBOBAHUA MMPOAOJIKUTCIIBHOCTD XKU3HU OMPEACTIACTCA
CKOpPOCTBIO cTapeHHs. B cBoio ouepenb, peHOMEH CTapeHUs
COCTOHUT M3 B3aMMOCBS3aHHBIX MEXaHU3MOB Ha PA3IMYHBIX
6uonornueckux ypoBHsX. OpraHU3MEeHHBIH ypOBEHb MPO-
SIBJICHUS] CTAPEHHsI BKIIIOUAET B ceOsi HECTIOCOOHOCTH MO~
JICP)KUBATh MMOCTOSHCTBO BHYTPEHHEH Cpeabl OpraHusma,
(DyHKIIMOHAJIBHBIE PACCTPOHCTBA U yBEJIMYEHHE BOCIIPH-
UMYHMBOCTH K BO3PACTHBIM 3a00JIEBAHUAM, IIPUBOIAIIUM
k cMeptH (Zhang et al., 2015). Otu npeoOpazoBaHus 4acTo
CBsI3aHbI C ©BMCHCHHUECM KOJIMYCCTBA KJICTOK M KAUECCTBCHHOT'O
COCTAaBa TKaHEH, HapyLIEHUEM MEXKKIIETOUHOM CUTHAJIN3aLuU
1 aKTUBHOCTH CHCTEM OTBETA Ha CTPECC M META0OINIECKHUE
U3MCHCHHMU.

Ha TkaHeBOM ypoBHE HaOIIOJACTCSI XPOHUUECKOE BOC-
MaJieHrue, KOTOpOe BHICTYNAET JApaiBepoM MHOTHX BO3pacT-
3aBUCHMBIX 3a00JIEBaHUH, MPEXKIE BCETO CEPAEUHO-COCY-
JWCTBIX W HelipoaereHepatuBHbIX. HapymmaeTrcs perymsuns
MeTaboJIM3Ma B pe3yIbTare OTKIOHEHUSI OT HOPMBI MEXaHHU3-
MOB CUTHaJIM3alluH, CBA3AaHHBIX C pCarupoBaHHUCM Ha IIpU-
CYTCTBHE B Ccpefie MakpoHyTpueHToB. Kak Oyaer mokasaHo
JlalibIlle, y CTapeIoIero OpraHu3Ma M3MEHSETCS PEryssins
METabOIMYECKHUX IyTeH, aCCOMUPOBAHHBIX C WHCYJIHH/
WHCYIHHOTIONOOHBIM (akTopoM pocta (IGF)-1, cuprynnamu,
5'-AMP-aktuBupyemoii nporenakuaazoi (AMPK) u mumre-
Hb10 panamuiiuHa (MTOR) (Zhang et al., 2015).

Hapymenne paboThl KJIETOK — €IIe OIMH yPOBEHb, Ha KO-
TOPOM TIPOMCXOANT cTapeHue. C BO3pacTOM yBEINYHBACTCS
KOJIMYECTBO HECIIOCOOHBIX K JICTICHUIO (CCHECIIEHTHBIX ) KJIe-
TOK; YCHJIMBAETCSl 00pa30BaHNE aKTUBHBIX (DOPM KHCIOpOAa
B pe3ysbTare CHIKCHHSI aKTHBHOCTH MHTOXOHIPUAIBHOM
ﬂblxaTeﬂbHOﬂ OCIIUM U aHTHOKHUCIIUTCIIBHBIX (l)epMeHTOB; 3a-
ITyCKAaeTCsl OTBET HA JIEHATYPAIMIO OEKOB B 3HAOIIIa3MaTH-
YEeCKOH CETH, a TaKkXKe HAOII0AaeTCs HECTTIOCOOHOCTh KIIETOK
YTUJINU3UPOBATH NOBPEKIACHHLIC 66]’11{[/1 U NOAACPKUBATDH
MPOTEOCTAa3 MPH TOMOIIH JTH30coM 1 TipoteacoM (Tomaru et
al., 2012).

Ha MonexynspHOM ypOBHE CTapeHHE IpPOSIBISIETCS He-
CIOCOOHOCTBIO KJIETKH MOJHOCTBIO BOCCTAHOBHUTH TTOBPEIK-
JICHHbIE MaKpOMOJIEKYJbl. IIpu cTapeHnn HaKarIuBaroTCs
noBpexeHubie yuactku JJHK (Maslov et al., 2013), ren-
HBIE U XPOMOCOMHBIE MYTAIllH, YKOPAUYHBAIOTCSA TEIOMEPHI
(Codd et al., 2013), akKyMy/IHpYIOTCS SITUTEHETHYECCKUE
moaudukanuu JIHK u rucronos (Hannum et al., 2013), npu-
BOIMIINE K TepecTpoiikam xpomaruaa (Chen et al., 2014).
[Ipu 5TOM IPOMCXOIAT TETEPOXPOMATHHNBAIMS BAXKHBIX IS
JKU3HEACSITEIbHOCTH KJIETKH ydacTkoB xpomocoM (SAHF,
CTapeHHEe-aCCONMMPOBaHHBINA TeTepoxpomaTH) (Corpet,
Stucki, 2014) u gereTepoXpoOMaTHHH3ANNS TOBTOPSIFOIINXCS
MOCJIEIOBATEILHOCTEH I'eHOMa, BeAyllasi K reHeTHYeCKOM
HecrabmibHOCTH (Tsurumi, Li, 2012).

Perynﬂuml CTpecc-oTBeTa

CymiecTByeT MHOXKECTBO CBHJIETEIBCTB TOTO, YTO CTpeEC-
COYCTOMYHMBOCTD CBsi3aHa C JojirosietreM. Hampumep, nBy-
CTBOPYATHIA MOJUTIOCK Arctica islandica, OTnenbHBIE 0COOH
KOTOPOTO TOKUBAOT 10 507 11T, 001a1aeT BRICOKOH CTETICHBIO
crpeccoycroiunBoctH (Ungvari et al., 2011). ®ubpodiacts
TOJIOTO 3eMJICKOTIa, XKUBYIIero oonee 30 neT rppI3yHa, B He-
CKOJIBKO pa3 yCTOHYMBee K TeHOTOKCHKAHTaM M KCEHOOHOTH-
KaM, 4YeM aHaJIOTMYHBIC KJIETKH MBIIIEH, )KUBYIIUX 2,5 Toaa
(Lewis et al., 2012). HanpoTuB, KOPOTKO)KUBYIITHE MyTaHTHI
MOJIEEHBIX OPTaHN3MOB HMEIOT CHI)KEHHYIO YCTOHYUBOCTD
K HeOnaronpuaTHeiM (akropam cpenbl (Vermeulen et al.,
2005). Cenexuuns THHUI 1pO30(HIT HA YCTOWIHBOCTH K OTHO-
My U3 cTpecc-(pakTopoB (HarpuMep, ToJI0JaHUI0) MPUBOANT
K MOBBIIICHUIO YCTOWYMBOCTH K APYTHM CTpecc-(hakTopam
W yYBEIUYEHUIO MpoaoukuTensHocTh xu3Hu (Harshman et
al., 1999).

[To Bceit BUIUMOCTH, B3aMMOOOYCIIOBJICHHOCTh 3THX JBYX
SIBJICHUI BO3HHKJIA B 3BOJIIOIMM B paMKax (hOPMUPOBAHUS
TEHETHYECKON «IpOrpaMMBbl JONToXHTENbCTBAY (Moskalev
etal.,2014). braronaps eii B yCJIIOBUSIX BO3ACHCTBHIT CTPECC-
(haKTOpOB OPraHM3M MEPEXOIUT B PEXKUM MOACPKAHHI
JKU3HECOCOOHOCTH. [Tpn 9TOM KMBOTHBIE OBBILIAIOT CBOIO
CTPECCOYCTOMYMBOCTh U MPHOCTAHABIMBAIOT POCT U pe-
nponykuoo. B kagectBe mOOOYHOTO P PeKTa MPOUCXOAUT
3aMeJUIeHHE TTPOIIECCOB CTAPEHUSI, YTO ITO3BOJISICT YIUIMHUTH
MMPOAOJIKUTEIIBHOCTD )KU3HU, qTOOBI TNEPEKUTH He6naronp1/1-
ATHBIE YCIIOBHSI CPE/IbI U 3aTE€M IIPUCTYTINTH K Pa3MHOXKEHHUIO.
3amyCTUTh «IPOrpaMMy JIOJITOXKHTEIILCTBA» BO3MOXKHO HC-
KYCCTBCHHBIM ITYTEM, BbI3bIBasd MyTalluX B T€HaX, IIpH Omaro-
MPUATHBIX YCIOBHUX OKPYXKAIOIIEH CpeIbl, TOAABIISIOIINX €€
peanmuzanuro. ['opmonsr ocu GH/IGF-1 u koHTpOnupyembie
MU curHaNbHBIe Kacka sl (perentop IGF-1 u ero cybeTparsl,
knHa3el PI3K, AKT, mTOR, S6K) B GnaronpusTHEIX ycIo-
BUSIX OKpYXKAIOLIEH Cpe/ibl 00eCeYnBalOT MPOIECChl pocTa
Y pa3MHOXKEHHsI OPraHU3Ma, [TOAABIISS PH 3TOM SHEprosa-
TpaTHbIE IPOLECCHl CTPECCOYCTONUUBOCTH. Jpyrum nyrem
WHAYKIHWN 9TOW MPOTpaMMBbl SIBISICTCS aKTHBALUS T'CHOB
CTpEeCC-0TBETa, MHOTHE U3 KOTOPBIX UTPAIOT KIIOYEBYIO POIIb
B PEATN3AINH JIOJITOXKHUTEIbCTBA. K HUM MOXHO OTHECTH
reHsl, Konupytomue paxrops! Tpanckpumnin FOXO, NRF2,
HIF-1, kuna3y JNK, cupTyuHsI U ps IpyTrux OEIKOB.

CeepxaktuBanus FOXO cBs3aHa ¢ yBeInIeHUEM IPOIO0T-
JKUTEIILHOCTH JKU3HH M CTPECCOYCTOHYMBOCTBIO MOJIETBHBIX
*uBOTHBIX (Argon, Gidalevitz, 2015). [Toaumopdhu3msl B re-
Hax, kogupyrommx FOXOla nu FOXO3a y yenoBeka, Taxxe
accorupoBanbl ¢ jpoironerveM (Tan et al., 2013). bonee
Toro, amiens G nonumopdusma rs2802292 cniocoOeH CHH-
3UTh CTAPUYECKYI0 CMEPTHOCTb, CBSI3aHHYIO € 3a00JIEBaHISIMU
cepaeuno-cocynuctoii cuctembl (Willcox et al., 2016). B 61a-
TOTIPUATHBIX YCIOBHSIX CYIIECTBOBaHMA akTHBHOCTH FOXO
B KJICTKE ITOJIaBJI€HA CUTHAJIBHBIM KAaCKa/IOM, 3aITyCKaeMbIM
ropmoHoM pocta u IGF-1. OgHako B CTpECCOBBIX YCIOBUSIX
FOXO unnynupyercs u BBI3BIBACT SKCIPECCUIO TEHOB KJle-
TOYHOM 3aIIUTHI, TAKMX KaK TeH OelTka TerIoBoro moka Hsp 70
(Hsuetal., 2003), ren penapaunu JJHK GADD45 (Tran et al.,
2002), reust ayrodaruu LC3B, Gabarapll n Atgl2 (Cheong
et al., 2015), nu3ocomanbHeIi TeH Lamp 1, TeHBl yOUKBATHH-
MpoTeacoMalbHOM aerpanamyu oemkoB (Demontis, Perrimon,

leHeTuKa pa3BuTUA
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2010). Peanmusarus ¢pyukuuit FOXO npoucxoauT ¢ yuactiueM
MHOTUX JPYTHX T'€HOB, aCCOLMMPOBAHHBIX C JIOJTOJIETHEM,
nanpumep AMPK, PGCla, P53, LKB1, SIRT1, SIRT6, NRF I,
ULK1,SREBPI, HIF ], koTOpbIC 33/1CiiCTBOBAaHBI B OMOTCHE3E
MHTOXOH/IPUH, NIUKOIN3€, OKUCIEHUHN )KUPHBIX KUCIIOT U MU-
toarnu, muroropmesuce (Fang et al., 2016).

Snepusbiit pakrop NRF2 — TpaHCKpHUIIIMOHHBINA peryJis-
Top Gonee 500 reHOB, TTaBHBIM 00Pa30M OTBEYAIOIIUH 3a
AHTHUOKCHJIAHTHYIO 3aIIUTY KIJIETOK, JETOKCHKAIMIO KCe-
HOOMOTHKOB M TOKcH4HBIX MeTauioB (Pall, Levine, 2015).
YcTaHOBIIEHO, YTO CBEPXIKCIpeccHs roMoniora NRF2 TIOBbI-
I1aeT BEDKUBAEMOCTb JIPO30(MII B YCIIOBUSIX OKUCIUTEIILHOTO
crpecca, Torna kak PHK-unrepdepennus, HanpoTus, aeinaer
MyX OoJee TyBCTBUTEIBHBIMH K JICHCTBHIO IPOOKCHAAHTA
napaksara (Sykiotis, Bohmann, 2008). Myrarus rena Keap !,
KOZMPYIOIIETO €ro HEraTUBHBIN PEryasTop, BbI3Basla yBEIH-
YeHHUe MPOAODKUTEIFHOCTH KHU3HU KXUBOTHBIX (Sykiotis,
Bohmann, 2008). Kpome Toro, cpaBHeHHE TOJITOXKHUBYIIETO
TOJIOTO 3eMJICKOIa C JIEBATHIO APYTUMH BHIAMHU T'PHI3YHOB
M10Ka3aJ10, 9TO aKTUBHOCTh KOMIIOHEHTOB CHUT'HAJIBHOTO
mytd NRF2 nonoxuTensHO KOppenupyeT ¢ MaKCUMallbHOM
MIPOIOJDKUTENIBHOCTBIO JKU3HU. [Ipu 3TOM 11 ero HeraTus-
HoTO perymsaTopa Keapl mokasaHa oOpaTHas TEeHACHIUS
(Lewis et al., 2015). AxtuBanus NRF2 nHaOmomaercs npu
npuMeHeHnH 3(P(EeKTUBHBIX CPEACTB AJIsi MPO(UIAKTHKH
u JedeHus 3a005eBaHU CEPIEYHO-COCYIUCTON CHCTEMBI,
TMIOYEK, JIETKUX, IEYCHN, MECTA0OJIMUECKUX U ay TOUMMYHHBIX
paccTpONCTB, XPOHUIECKOTO BOCTIATICHHS], AITMIICTICUH, IIPEy-
TIpeXIeHUS 00pa30BaHMSA 3I0Ka9eCTBEHHBIX ommyxoueit (Pall,
Levine, 2015).

Tpanckpunmonnsiii paxrop HIF-1 unayuumpyercs B orBeT
Ha THIOKCHIO M PETYIHPYET IKCIPECCHIO TEHOB aHTUTUTIOK-
CHUYECKHX (DaKTOPOB, CTUMYIIUPYSI POCT COCYJIOB U TPOMOO-
LIUTOB, TPAHCIIOPTHYIO (DYHKIMIO KPOBH, CIIBUT' B CTOPOHY
aHa’pOOHOTO MeTabOIM3Ma 32 CYET CHIDKECHUS TTOTPEOICHUS
MHUTOXOHIPHSIMU KHCJIOPO/IA, @ TAK)KE KOHTPOJIS TPAHCIIOpTa
IJIIOKO3bI M IiinKonu3a. Ha Mozenu Hemaros ObLIO 1OKa3aHo,
yto aktuBauus HIF-1 npu MCKycCTBEHHO CHUKEHHOM YPOB-
He akTuBHOCTH MuTOoXoHApHi (Khan et al., 2013), a Taxxke
cBepxokcnpeccuss HIF-1 TeHETUYECKUMHU METOJaMH WJIU
B YCJIOBHSX THTIOKCHH TIpojuieBaroT ku3Hb (Lee et al., 2010a;
Leiser, Kaeberlein, 2010).

CupTyHHBI — CEMEHCTBO HUKOTHHAMUJL aJICHUH JUHYKIIEO-
tua (NAD+)-3aBucuMBIX (hepMeHTOB, 00IaTaroNNX JIeare-
tinasHoi u AJlP-pubosnnrpancdepazHoil aKTHBHOCTBIO
(Smith et al., 2000). C Touku 3peHusl JeTEPMHHAIMH JIOITO-
KHUTENbCTBA HanOompmmii mHTEpec npenctasisaioT SIRT1
1 €TO TOMOJIOT y OECITO3BOHOYHBIX JKUBOTHBIX M JIPOOKEH
Sir2. AxruBHocTh aeanerwiassl SIRT1 unaynupyercst npu
YBEJIMYSHUH BHYTPHKIIETOUHOTO cooTHOlIeHnss NADY/NADH
1 B OTBET Ha OKUCIIUTENBHBIN cTpecc. Hanprumep, ero romosor
Sir2 oTBETCTBEHEH 32 MOJIOKUTEIbHBIN 3(Q(EKT OrpaHNYEHHs
KaJIOpUii Ha MPOJIOIKUTENBHOCTD KH3HH Y TAKHX OPTaHH3MOB,
Kak japoxokd, Hemaronbl 1 Myxu (Chen, Guarente, 2007).
SIRT1 y MJIEKOTIUTAIONIMX SIBJISIETCS KIIFOUEBBIM PETYIISITOPOM
(PU3MOIOTHYECKHX MPOIIECCOB, CBA3aHHBIX C BO3PACT-3aBHU-
CHUMBIMH 3200JICBaHUSIMHU, B YACTHOCTH CAXapHBIM JTHa0ETOM
2-ro THMa, OKUPEHHEM, HEHPOIereHePaTUBHBIMU PACCTPOIi-
ctBamu 1 pakoM (Cha, Kim, 2013; Chang, Guarente, 2014;
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Herskovits, Guarente, 2014), u urpaet Ba)KHYIO POJIb B TAKHX
mporeccax, kak armonto3 (Cohen et al., 2004) u pa3nudHbIe
crpecc-peakiun (Brooks, Gu, 2009). YmepenHnast cBepxk-
crpeccust SIRT1 y Mbliieii BO BCeM TeJl€ U B TOJIOBHOM MO3Te
MPUBOANT K YMEHBIICHNIO KOINYECTBA MapKEPOB CTAPECHUS
u omyxoJeBbix 3aboneBannii (Herranz et al., 2010; Satoh et
al., 2013). ITonoxurenbHbie d3PPEKTHI HA MPOIOIKUTEINb-
HOCTb KH3HU M COCTOSIHHE 3/I0POBBSI )KUBOTHBIX OKA3bIBAIOT
U JIpyTHe TIPeJCTaBUTEIN CeMeicTBa CUPTynHOB. [learneTn-
naza SIRT6 cTumynupyeT akTHBHOCTh Pa3iIMYHBIX OCJIKOB
pemaparnmu JIHK B oTtBeT Ha ctpecc (Mao et al., 2011). Ona
MOJIABJISICT ICHETHYECKYI0 HECTaOMIBLHOCTD, CBA3aHHYIO
¢ akTuBM3anueil perporpancno3ona LINE-1 (Van Meter et
al.,2014). Y mprmmeit ¢ mytanueit STR76 B HEKOTOPBIX TKAHIX
HaOJTIoaIM MPU3HAKN yCKopeHHoro ctapenust (Mostoslavsky
et al., 2006), a camibl co cBepxdkcnpeccuend SIRT6 xunu
JIOTIBIIIE KOHTPOJIBHBIX kNBOTHBIX (Kanfi et al., 2012).

JNK —3T0 5BONIOIMOHHO KOHCEPBAaTUBHAS IPOTCHHKMHA34,
aKTHBHpyeMasi B OTBET Ha ctpeccopbl. C OJHOI CTOPOHBI,
JNK mHIynupyeT reHsl, 00€CIeunBaONINe 3aUTy KIETKH
OT HETaTUBHBIX BO3/CHCTBHUII IMyTeM akTHBAIMK (DAKTOPOB
tpanckpunuuu FOXO u AP-1, a ¢ npyroit — BnuseT Ha Kie-
TOYHBIN METa0O0IN3M, POCT U JIETICHUE Yepe3 HHCYINHOBBIIN/
IGF-1 curnansnsiii myts (Biteau et al., 2011). Hapymenue
peryisauun JNK npuBoauT K pasBUTUIO HEUPOJEreHEepaTyuB-
HBIX 3a005eBaHUI, METabOINYIECKUX PACCTPONUCTB M paka
(Biteau et al., 2011). B skcriepumenTax Ha apo3oduiax
MOKa3aHO, YTO OCOOM CO CBEPXIKCIPECCHE ToMosora reHa
JNK B HEepBHOH cEicTeMe 00J1aIaf0T MOBBIIICHHON POIOIIKH-
TEJIFHOCTBIO XM3HU M YCTOWYHBOCTBIO K MHIYKTOPY OKHCIIH-
TeJNBHOTO cTpecca — mpaksary (Wang et al., 2003). B 1o xe
BpeMs MyTaHThI 1 Myxu ¢ PHK-uaTepdhepentueit JNK, Harrpo-
THB, MaJIO KMBYT 1 00JIee UyBCTBUTEIILHBI K CTpecc-(hakTopam
(Biteau et al., 2010). Y Hemaro1 ¢ MOBBIIIEHHOW aKTUBHOCTBIO
KGB-1 (romornor JNK) G110 TTOKa3aHO YBEIHMYSHHE ITPOIOII-
JKUTEIIEHOCTH KHU3HU U YCTOWIMBOCTH K TSDKEIIBIM METalIaM
(Oh et al., 2005). Onnako no3xe ObLIIO OOHAPYIKEHO, YTO
JaHHBIN 3Q(EKT MPOABIAETCS TONBKO Y Pa3BUBAIOLIMXCS
JKUBOTHBIX, a cBepxakTuBaluus KGB-1 y B3pOCIBIX 4epBel
OKa3bIBaeT HEraTHBHOE JCHCTBUE, CHIIKAS MPOJOIDKHTEIb-
HOCTB JKHU3HU U cTpeccoycToitunBocTh (Twumasi-Boateng et
al., 2012). B ucciienoBaHUX Ha qPYTHX MOJEIBHBIX 00BbEKTax
TAKKE [I0Ka3aHO OTPULIATEIIBHOE NEHCTBUE aKTUBHOCTU JNK.
Hoxayt JNK ¢ nomomsio PHK-uaTEphepermm y KomoBpaTox
Brachionus manjavacas NpuBOAMI K YBEITHUCHUIO MTPOJION-
suresibHocTH k13U (Snell et al., 2014). B uccienoBanusx
Ha mprmrax JNK1 Opu1 omucan kak Gefok, MpOBONUPYIOMINH
(hnOpo3 3Be3auaThIX KIeTok rneueHu (Zhao et al., 2014), a Ho-
kayT JNK3 ynydiial cOCTOSHUE YKMBOTHBIX MPU MBIIIEYHON
arpoduu cimaHOTO MO3ra (Genabai et al., 2015).

Perynauunsa metabonnsma u ctapeHune

T'opmon pocta, mmu comatorponus (GH), n uHCYIMHOMIO-
no0ubIi (haktop pocta 1 (IGF-1) BBI3BIBaIOT MHOXECTBO
ieiiorponHbiXx 3¢ ¢dexroB (Anisimov, Bartke, 2013). Oc-
HOBHas (pu3HOIOrHyYecKast GyHKIHs STHX TOPMOHOB COCTO-
UT B CTUMYJIALUH pocTa. [OpMOH-PELeNTOPHBIH KOMILIEKC
GH/GHR, ob6nanaromiuii THPO3UHKAHA3HOW aKTHBHOCTHIO,
B KJIeTKax nedeHn aktuBupyet myTh JAK/STAT, crumynupy-
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towmii sxcnpeccuto IGF-1. Lupkynupytomuii B KpoBH (akrop
pocta IGF-1 B3ammoneiictByeT ¢ perentopom IGF-1R mHa
MOBEPXHOCTH KJICTOK MepruepruuecKix TKaHel. Perentopsr
TpaHCIyLUPYIOT curHai k oenkam IRS, nepenaronim nanee
curaan Ha kuHa3bl PI3K, AKT/PKB m mTOR (Junnila et
al., 2013). B mocnennem ciaydae akTuBupyercst kKnHasza SOK,
KOTOpasi BbI3bIBAET HHTEHCU(HUKALIUIO META00IIM3Ma U pOCTa
kietok (Junnila et al., 2013). C apyroii cTOPOHEBI, KaK yxke
YIIOMUHAJIOCh, IPOUCXOUT ACAKTHBAIMS SHEPro3aTpaTHOTo
npolecca HoIepKaHus CTPeccOyCTONYMBOCTH KieTok. Ha-
pymenne ommcanHbIX dpdexroB IGF-1 paznnaabivMu meto-
JlaMU TIPOJTICBACT )KN3Hb, B TOM YHCIIE Y APOXKIKEH, HEMATOL,
HacekoMbix (Kenyon et al., 1993; Tatar et al., 2001) u mbItei
(Ding etal., 2013). MccnenoBaHus 4e0BEYECKUX IMOMYIISIIAN
c nomasnenneM GH/IGF-1 curnaiapHOro myTH MIPUBEIH K TO-
xoxuM BbiBojiaM (Le Bourg, 2016).

CHUrHaJIBHBIN Iy Th TPaHC(HOPMHUPYIOIIETO POCTOBOTO (paK-
topa 6era (TGFp) BoBIIeueH BO MHOTHE KJIETOYHBIE TPOIIECCHI,
Takue Kak poct, auddepeHiuanys, aronTo3, MoaepKaHme
romeocTtas3a (Aschner, Downey, 2016). Penenropsr TGFf3
(dochopunupytor Tpanckpununonusie Gaxropsr SMAD,
KOTOpBIE PETYIUPYIOT SKCIPECCUIO TeHOB-MHIICHEH, TaKUX
kak FOXO3, TERT, MYC, CDKN2B, CDKNI1A, APP, TNC,
MET (Weiss, Attisano, 2013). Otu rensl obecrneunBaroT
i depeHImanmio ocTeo01acToB, HEHPOreHe3, BEHTPAIbHY IO
CTELHUATIM3ALNI0 ME30/IEPMbI, PA3BUTHE TOHAJ, aHTHOTEHE3,
HEOTr'eHE3 BHEKJIETOYHOTO MATPHUKCa, yYacTBYIOT B apecTe
G1-¢a3sl KICTOYHOTO IIMKJIA K BO MHOTHX JIPYTUX MPOIEccax
(Hannon, Beach, 1994). TGF-B1 oGecrneunBaeT HHAYKINIO
TEHOB-MapKEpOB KJIETOYHOTO CTAPEHHs M y4acTBYeT B (op-
MHUPOBaHHH CEHECLEHTHOro (h)EHOTHUIA KIIETOK B YCIOBHSIX
oxucnutensHoro ctpecca (Frippiat et al., 2002). B uccie-
JIOBAHMAX HA HEMaToJax ObUIO MMOKAa3aHO, YTO BBIKIIIOUCHHE
rena, kogupytoiiero romojor TGF-, cnocoberByer dop-
MHUPOBAHMIO JTMYMHOK Dauer m mpUBOIUT K yBEIHUYCHHIO
MpoIoLKUTEIbHOCTH km3HH (Shaw et al., 2007), a Taxke
MPOJJICHUIO TIepHUoja penpoayKiuu >kuBoTHEIX (Luo et al.,
2009). B To xe Bpems momumophusm B koxupyromeit TGF-1
MIOCIIEA0BATEIILHOCTH ACCOLMUPOBAH C JIOITOJIETHEM Y YeTI0-
Beka (Carrieri et al., 2004).

DU3NOTOTUYECKUH OTBET HA MOCTYIUICHHE MTUTATEIBHBIX
BEILECTB — OJJHO M3 HauboJiee N3ydaeMbIX SIBICHUH B OHO-
noruu crapenus (Tan, Miyamoto, 2016). BaxxHelinryro poib
urpaet myTb Rheb/mTOR/S6K/S6/4E-BP/elF-4E. On pazne-
JsieTCs Ha JIBE BETBU, perynupyemMsle kommiekcamu mTORC1
1 mTORC?2. TTepBblif U3 HUX OTBEYAET 32 PETYISIHUIO TPAHC-
nsmun (aktuBupyeT p70S6K, 6enmox pubocom S6, daxrop
nHAManun Tpancisnnu elF-4E n penpeccupyer mHrHOUTOD
tpancisinuu 4E-BP), Ouorenes pubocom (S6), monasneHue
aytodaruu (marnOupoBanne ULK1), ocymecTBieHue mim-
xomm3a (HIF-1), Backynspuzanuto (VEGF), a Taxoke cuntes
»upHbIx kuciaoT (SREBP1) (Efeyan et al., 2012). Dtot 6en-
KOBBII KOMITJIEKC HATIPSIMY10 aKTUBHPYETCSI aMUHOKUCIIOTAMH
n 6enkom Rheb na nosepxnoctu nmuzocom. Takum oOpazom,
mTORCI1 opueHTHpYET METa00IM3M KICTKH Ha AJIbHCHIITHIA
POCT B 3aBUCHMOCTH OT KOHIICHTPALMH INTATEIbHBIX BEIIECTB
(Jewell et al., 2013). mTORC2 yuacTByeT B mepecTpoiike
AKTMHOBOTO LIUTOCKEJIETa, OJIHAKO MHTHOUPYET TPaHCKPHII-
uoHHbIe (hakTopsl cTpecc-otBeTa FOXO1 m FOXO3 npu
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yuactun komiuiekca AKT-PKC-SGK, akruBupyer ¢akrop
Tpanckpunuuu NF-kB, npoBouupys BocnaneHue, KaHLepo-
reHe3 u kierouHoe crapenue (Garcia-Martinez, Alessi, 2008).
B pesynsrare mTORC?2 cHuxaer crpeccoycToHYuBOCTh
W TMPOAOIKUTEIBHOCTE KU3HU. HTHONpoBanne mTOR
KacKa/l0B pa3InYHBIMU CIIOCOO0aMH BEAET K NMPOJICHHUIO
JKM3HHU Y TIPEJCTAaBUTEINEH IBOIIOIMOHHO JaJIeKMX TAKCOHOB
(Jazwinski, Yashin, 2015).

OnHako cpean TeHOB U OENTKOB, KOOPAWHHUPYIOMNX Kie-
TOYHBII METa0O0JN3M, TaKKE MPUCYTCTBYIOT MOJIOKHUTEb-
HBIE PETYIATOPHI MPOIOIKUTENBHOCTH Ku3HU. Hampumep,
o u B-Klotho — MmemOpaHHBIE KOpEeIenTOPHl PEIENTOPOB
(akropoB pocra FGF, kotopble peryaupyror ypoBeHb rop-
MoHa pocta, IGF-1 n 94yBCTBUTENBPHOCTHh TKaHEH K MHCY-
muny (Goetz et al., 2012). Ilpu orkmouenun rena Klotho
y MBbIIIEH TOSBIISIOTCS TIPU3HAKH YCKOPEHHOTO CTapeHMs,
TakHle KaK OCTEONOopo3, aTepOCKIEPO3, IMPHU3EMA JETKUX
Y TIOBPEX/ICHHS TTOYEK, YTO BEJIET K paHHel rudenu, a mpu
cBepxakcnpeccuu Klotho mpoaomKUTEIBHOCTD KU3HH YBE-
mmanBaetcs (Manya et al., 2010; Dérmaku-Sopjani et al.,
2013). OgauM U3 crnencTBUil HexBaTKu Klotho sBisieTcs Ha-
pyILLIEHIE MUHEPaIbHOTO 00MEHa, BKITFOUasi THIIEPKAJIbLIEMHIO,
runepdocdaremuro u runepsuramuaos D (Hu et al., 2010).
Koppexkuust ypoust hocharos u Butamuna D ripenorBpamniaer
MPESKACBPEMEHHOC CTAPCHUC, YTO SABJIACTCA OAHUM U3 BO3-
MO>KHBIX MEXaHM3MOB I'€pONPOTEKTOPHOTO neicTus Klotho
(Bianetal.,2015). ImeroTcst JaHHBIE O TOM, YTO TIOBBIIIICHHE
akTHBHOCTH K/0tho C TIOMOILBIO TEHHOW TEparyy yBEIN4H-
BAeT MPOJOJKUTENIBHOCTD KU3HU M YIy4IIaeT MOKa3aTeIn
370pOBBS Y )KUBOTHBIX ¢ HexBaTkoil Klotho (Wang, Sun, 2014;
Xie et al., 2015).

Jpyrum npruMepoM OeNKOB, CIIOCOOCTBYIOIINX JTOJTOKHU-
TEJILCTBY W PETryIHPYIONIMX MeTabomm3M, siBisiercss AM®-
akTuBHpyemas nporenHkuHaza (AMPK). Ona 3amyckaercs
Mpu MOBEIIEHNH cooTHoIIeHnsT AM®/AT® B pesynbrare
9HEPreTUYECKOTo TONIOJaHus KIIETKH, B TOM YHCJIE ITPH T'OJI0-
JaHWU, HApYHICHUU MUTOXOHAPUAJIBHOTO AbIXaHUs, TUIIOKCUU
(Budanov, Karin, 2008). AMPK ympasnsiet psaom meTtabo-
JMYECKHUX MyTeH, HalpuMep TMOIIOMIEHUEM 1 YTHIN3aeH
DIIOKO3bI, OKKMciaenueM jaununos (Bitto et al., 2015), moxer
BIIMATH Ha NPOAOIDKUTENBLHOCTD J)KU3HU M COCTOSIHHE 3710-
POBBSI )KUBOTHBIX 1 uesioBeka (Salminen, Kaarniranta, 2012),
00y CJIOBIIMBACT TOJIOKUTEIIBHOE IEHCTBUE OTPAaHUYUTEILHOM
JUETHI, B TOM uucie, onocpeays naaykimio SIRT1 (Canto,
Auwerx, 2011). AxruBanust AMPK npoaneBaet XU3Hb dep-
BsM U Myxam (Stenesen et al., 2013; Ulgherait et al., 2014).
IIpu neficTBum Ha MbIIei u yepBel akTuBaropamu AMPK,
¢dendopMrHOM ¥ METHOPMHUHOM, TAKKE YBEIUUYHBACTCS
npono/oKuTeNbHOCTh xu3HM (Onken, Driscoll, 2010; Martin-
Montalvo et al., 2011).

Penientopsl, akTHBUpPYEMbIE TTEPOKCUCOMHBIMHE TTPOITH]eE-
paropamu (PPARS), — rpymnma saepHbIX pelenTopoB, peryim-
pyromux Tpanckpunuuio. PPARY aktuBupyer ps reHoB, OT-
BEUAOIHX 32 META00IM3M JIMITHJIOB 1 MOAJICPIKAHUE YPOBHS
[JIIOKO3bI. DTOT OEJIOK OTBETCTBEHEH 32 Iepepacpe/ieiicHue
JKMPa ¥ Pa3BUTHE CBA3AHHOM CO CTApEHNEM HEBOCIIPHUMYHBO-
CTH K MHCYJIMHY, TAKXKe OH MOJIaBIISIET XPOHNYECKOE BOCTIaIe-
HUe, conpoBokaaroiee ctapenue (Masternak, Bartke, 2006;
Cha et al., 2007; Lee et al., 2010b). Kpome Toro, repompo-

leHeTuKa pa3BuTUA
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TekTopHoe aelictBue PPARY nipu crapenun odecrnieunBaercs
Onaromapst HHAYKITNH ayTo(harui, HeoOX0IUMOH /IS TTOAep-
JKaHUs KietouHoro romeocrasa (Lee et al., 2015). V mbimreit
C TIOHMKEHHBIM YPOBHEM 3Kcnpeccun reHa PPARy B sUpOBOH
TKaHM WM BO BCEM Telle HAOMIONAETCsl yCKOPEHHOE CTapeHNe
(Argmann et al., 2009). ITpu 3TOM TOBBIIIEHHE AKTHBHOCTH
oenka PPARY y craperomux KpbIC IPUBOIAKUT K OCJIA0JICHUIO
BO3PACTHOTO YBEIMYECHUS] OKHUCIMTEIHLHOTO CTpecca U BOC-
nasieHus B moukax (Sung et al., 2006).

I'Ionp,ep)KaHme UeNnoCTHOCTN reHoma

CyIecTByeT MOJOXKHUTENIbHAs B3aMMOCBSI3b MEXKIY IIpO-
JIOJDKUTENILHOCTBIO KH3HU M 3((PEKTUBHOCTBIO peraparuu
nospexxaernid JIHK. D¢ hekTHBHOCTh SKCIIM3NOHHON pemna-
pauun JJHK noBeimaercs ¢ yBennuyeHUEM MakCUMalbHOM
MIPOIOJDKUTENIBHOCTH JKU3HU BUJA Y CEMH BUJOB MJICKOIH-
tatormx (Hart, Setlow, 1974). ®epmenTaTnBHAS aKTHBHOCTH
nonmmepasbl monu-(A Jld-pu6o3er) 1 (PARP1), sBrstrommeticst
ceHcopoM paspbiBoB 1eneil JIHK, monokuTenbHo Koppenu-
pPyeT ¢ MaKCHMaJIbHOW MPOIOJKUTEIBHOCTRIO JKU3HN y 13
BunoB miekorutaronmx (Grube, Burkle, 1992). B kmetkax
MJICKOMUTAINUX ypoBeHb pepmenta Ku80, pacmosnaro-
niero AByxuenodeynsie pa3pbiBbl JJHK, Takxke koppenupyer
¢ IpoJoJDKHATENbHOCTRIO ku3HU (Lorenzini et al., 2009).
Bubl )KMBOTHBIX C MCKIFOYHUTEIBHBIM J0JITOKHUTEIHCTBOM,
TaKkWe Kak roiblil 3emnekon — Heterocephalus glaber, nety-
qasi MBIb — Myotis brandltii, rpeHnanackuii kut — Balaena
mysticetus, XapaKTePU3YIOTCsI 0COOCHHOCTSIMH B KOJIUYCCTBE
KOIMH MM HYyKJICOTHHOM IOCIIEI0BATEIbHOCTH HEKOTOPBIX
reroB penaparun JJHK (Kim et al., 2011; Seim et al., 2013;
Keane et al., 2015). Y 4enoBeka 1o kpaiineid Mmepe 25 reHoB
penapanuu IByXx1enodeuHslX pa3pbiBoB JJHK cBs3aHb
C JIONTOXKUTENBCTBOM y cronetHux (Han et al., 2013).

ITonnepsxanue nenoctuoctu JJHK ocymectsnsercs ¢ no-
MOIIBIO CHEIU(PUICCKUX MEXaHH3MOB, 00€CTIEUNBAIOIIIX
pacnozHaBanue nospexaenuit JIHK, 3anepixkky kineTouHoro
IIUKJIa B IPOBEPOUYHBIX TOYKAX U YCTPAHEHHE MOBPEKICHUN
JIHK mm6o myTeM MX BOCCTaHOBICHHS (perapaiiuu), 0o
C TIOMOIIBIO ylaJeHUs] UX M3 IMKJA JICICHHUS U aroNnTo3a.
CHIDKEHHE aKTUBHOCTH T'€HOB, OTBEYAIOLIUX 3a MOJJIEp-
KaHne CTAaOWJIBHOCTH T€HOMA, MPUBOJUT K YMEHBIIECHHIO
MPOJIOJDKUTEIBHOCTH XKU3HU U CTPECCOYyCTOMYMBOCTH,
TOTJIa KaK CBEPXIKCIPECCHsI HEKOTOPHIX U3 HUX OKAa3bIBaeT
MIOJIOKHUTENIbHOE BIHUsHIE. MHOTHE CHHIPOMBI YCKOPEHHOTO
CTapeHus] BBI3BAHBI MYTAIMSIMU T€HOB, KOAUPYIOIIUX (ep-
MEHTBI pacro3HaBaHus U penapanuu nospexaeHuit JJHK.
Hampumep, x HUM oTHOCATCS cHHApoM Beprepa (cBs3aH
¢ Mmyranued B reue WRN), murMeHTHas Kcepoaepma (BbI-
3BaHa MyTallUel OJIHOTO U3 FEHOB IUTMEHTHON KCEPOAECPMBI,
OTBEYAOIINX 33 IKCIN3UOHHYIO PErapanuio HyKI€OTHIOB),
cunnpom KokkeitHa (Mytanus reHoB CSA u CSB), atakcusi-
Teneanrnakraszus (myrauus ATM), cuaapom Cexens (MyTarys
ATR), cMHHAPOM XpPOMOCOMHBIX ITOJIOMOK HuiiMereH (MyTamus
B rere NBSI xodeakropa kunassl ATM) u psig apyrux (Ia-
MOIIIHUKOB | 1p., 2015).

Kunazet ATM u ATR sBIAIOTCS Ba)KHEHIIMMH CEHCOPaMU
IIBYHHTEBBIX M OJHOHUTEBHIX moBpexaeHuit [THK u obe-
CHEYUBAIOT 3aMlyCK MPOBEPOUHBIX TOYEK KIETOYHOTO LUKJIA,
WHUIMANNIO 33JEePKKH KIETOUYHOTO LHMKJA U PEerapaluio
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JIHK. Onu dochopunupyror KiitoueBble 0EIKH CUTHAIBHBIX
KackaJIoB TpHu oTBeTe Ha moBpexaeHue JIHK, Bxmrogas p53,
Chkl, Chk2, Mdm2, NSB1, AMPK (LllanouraukoB u ap.,
2015). ITokazaHo, 4TO OJHOHYKJICOTUAHBIH MOIUMOPHHU3IM
rs189037 rena ATM cBs3aH ¢ IOJITOXHATEIHCTBOM JTFOLEH
(Piaceri et al., 2013). BBencHue HOMOTHUTEIBHON KOITHA
romosiora ATR B reHOM J1p0o30()uJ1 TIPUBOMIIO K CTATUCTHU-
YEeCKH 3HAYMMOMY YBEJIIMUCHUIO IIPOIOIKUTEIEHOCTH KU3HU
(Symphorien, Woodruff, 2003).

OnHOM U3 MHILIEHEH 3THX KUHA3 ABIAETCS TPAHCKPHII-
UOHHBIN (akTop pS3. Ero akTuBanms HeoOX0oaMMa IS pe-
AJIN3alnH CTPECC-PEaKnii KIETKU OT OCTAHOBKH KJIETOYHOTO
nukoia u penaparuu JJHK 1o kinerounoit rubenu (amomrosa).
Baxnefimeir pynknneit pS3 gBnseTcs MomaBiIeHHE pocTa
omyxoneid. M3BecTHO, 4To Oo0Jiee YeM TOJOBHHA PAKOBBIX
OITyXOJICH 4YeJIoBeKa CBs3aHa C HapylleHHeM paboThI reHa
p53 (Feng et al., 2011). Bomee Toro, ero HOKAayT y MBIIIEH
COIPOBOKAAETCS MPOSIBIICHUEM CHMIITOMOB yCKOPEHHOTO
cTapeHus, arporeil OpraHoB U 0CTEONOPO30M, CHHIKEHHOI
ctpeccoycroitamBocThio (Tyner et al., 2002). Tpanckpumim-
OHHBIH (pakTOp P53 KOHTPOIUPYET IKCHPECCHIO TCHOB SKCIIU-
3MOHHOM perapanyy OCHOBaHUM U HYKJIEOTUOB, periapanuu
MHCMaT4eH, CpeIr KOTOPBIX €CTh U APYTHE T€HBI 10ITONETHS,
Hanpumep GADD45.

CewmeiictBo reHoB GADD45 xonupyet HeOoblINe pery-
JSITOpHBIE OEJIKH, 3aA€HCTBOBAHHBIE BO MHOTHX MPOIECCAX
MOA/IePKaHMsI CTAOMIBHOCTH T€HOMa 4Yepe3 MEKOEIKOBbIC
u JIHK-6enkoBsie B3aumonericteus (Moskalev et al., 2015).
W3BecTHO, uTO MBIIH ¢ MyTarmeir GADD450 xapakrepu3y-
I0TCSI HECTaOMIIBHOCTBIO TeHOMA M TIOBBIIIIEHHOH BOCTIPHHM-
YHBOCTBIO K JIeHCTBUIO reHoToKcHueckux areHToB (Hollander
et al., 1999). B pabore Ha apo3odunax ObUIO MMOKa3aHO, YTO
MyTanus B rene D-GADD45 cHrKaeT npoioJIKUTEIbHOCTh
JKM3HU )KUBOTHBIX U IIPUBOANT K HAPYLICHHIO Y HUX OUOJIOTH-
YEeCKHX peaKinii Ha AelicTBre ramma-m3nydeHus (Moskalev et
al., 2012). B To e Bpemst cBepxakctpeccus rena D-GADD45
B HEPBHOU cucTeMe JIpo30(nil 3HAYNTEIHHO YBEIUYHBACT
MIPOJIOJDKUTENBHOCTD KHU3HU 0€3 yXYAIIEHUS MapaMeTpoB
kadectBa xu3HU (Plyusnina et al., 2011). [TonoxurensHbIe
3¢ deKThl MoKa3aHbl U MPH CBEPXaKTUBALUH APYTUX TE€HOB,
o0ecreunBaoMuX MOAEPKAHNE IETOCTHOCTH TeHOMa, Ha-
npumep PARP-1 n XPF (Shaposhnikov et al., 2011, 2015).

B noayiepxanuy 1esoCTHOCTH FreHOMa OOJIbIIOe 3HaUeHHE
TaKKe UMEEeT aKTHBHOCTh TenoMepasbl. OHa HpencTaBiseT
c000i1 00paTHyI0 TPAaHCKPUIITAa3y W OTBEUACT 33 CHHTE3 BbI-
coxonoBTopHO# TenomepHoit JIHK, ykopaunBaromeiics mpu
Ka)XJIOM JISTICHUH 3pEITbIX coMaTHuecKuX kieTok (Olovnikov,
1973). HecMoTpst Ha TO YTO JaHHBIC O KOPPEISIUU JUTHHBI
TEJIOMEP C MPOJIOIDKUTEIILHOCTBIO KM3HU U CKOPOCTBIO CTa-
PEHUsI IPOTUBOPEUNBBI, yCTAHOBIICHO, YTO ITPU CEPIIEUHO-CO-
CYJIMCTBIX 3200JICBAHUSX YEJIOBEKA OOHAPYKUBACTCS 3HAYH-
TEJbHOE YKOPOUYEHHUE TEIOMED B KJIETKAX SHAOTEINS COCY/IOB.
[Tpu 6one3nn AnbIreiiMepa TeIOMephl He YKOPauHUBaIOTCS, HO
HEKOppeKTHO pyHKunoHupytot (Boccardi et al., 2015). ITo-
BCEMECTHAs pEaKTUBALMS TEJIOMEPA3bl I03BOJISIET COXPAHUTh
JUTHY HETIOBPEKICHHBIX Y4aCTKOB TEJIOMED, UTO B PE3YIIBTATe
JIOJDKHO CHOCOOCTBOBATh YBEIMUYCHUIO PEIUIMKATHBHOTO U
penaparuBHoro noreHmuana tkanei (Lopez-Otin etal., 2013),
a TaKkKe CocoOCTBOBATH MOAEPKAHNIO 30POBbS U IIPOJLIe-
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HUIO JKU3HHM opraHu3ma. [ eHoTepaneBTHYeCKas aKTHBAIMS
TeJIOMepa3bl Y B3POCIBIX MBIIIEH MPHUBENA K MPOIJICHUIO
JKU3HM Oe3 yBesJmdeHHs JacToTsl omyxoinei (Bernardes de
Jesus et al., 2012) u obecnieunio kapauomnporekiuio (Bar et
al., 2014). Kpome Toro, Teomepasa y4acTBYeT B PEeTyIISIIIUN
BHYTPUKIIETOUHBIX CUTHAIIBHBIX MyTeH, Takux kak mTOR
(Ungaretal.,2011), NF-kB, COX-2 (Amsellem et al., 2011),
MEXaHU3Max (yHKIMOHUPOBAHNS MUTOXOHIPHH 1 OTBETE HA
okcuaruBHbI cTpecc (Ahmed et al., 2008).

lMpoTeocTtas

[Iporeocras — COBOKYITHOCTh MEXaHHU3MOB, 00ECTICUMBAIOIIIX
KOHTPOJIb KayecTBa KJIETOYHbIX OenkoB. Hapyuienue mpo-
TeocTasa ABisieTcs obnomapkepoM ctaperus (Chondrogianni
et al., 2014) 1 oka3pIBacT HETAaTUBHOE BIMSHHUE HA MPOIOII-
sxurenbHocTs xku3Hu (Taylor, Dillin, 2011). Baxuenmnii
MEXaHHU3M MOAEPKaHUs IPOTE0CTa3a — ISSITEIbHOCTD MOJIe-
KYJISIPHBIX [IIAIIEPOHOB, B YaCTHOCTH OEJIKOB TETIIIOBOTO IIIOKA
(HSPs), u ux ocHOBHOTO peryisitopa, Gpakropa TEIIOBOTO
moxa (HSF)-1 (Akerfelt et al., 2010). CHmXeHHe HX JKc-
MIPECCHN HETaTHBHO BIMSCT HA MPOAOIDKUTEIBHOCTD )KU3HH
W YCTOWYHBOCTB K CTpecc-(hakTopam, pHu 3TOM ITPOUCXOAUT
yBenunueHune oOpa3oBaHms OenIKoBBIX arperaroB (Min et al.,
2008; Moskalev et al., 2009). Cepxakcnpeccust HSF-1 nnu
TMOBBIIICHNE KOJIMYECTBa OSJIKOB TEIIIOBOTO LII0KA, HATIPHMED,
Taknux kKak Hsp-16, Hsp-22, mpuBOAAT K IPOUICHUIO )KU3HA
y pa3nuuHbIX oprann3zmoB (Morrow et al., 2004; Swindell et
al., 2009).

YOUKBUTHH-TIPOTEACOMHAsI CUCTEMa OTBETCTBEHHA 3a
yAaJEeHUE U3 KJIETKN KaK M30BITOUHBIX, TAK M TOBPEKICHHBIX
OenkoB. Harmpumep, mpoTeacombl pacrio3HalT U yHHUTOXKa-
10T TIOBPEXICHHBIC OCITKU TP JICHCTBUHM OKHCIMTEIBLHOTO
cTpecca. MIMeroTcst maHHbIe, YKa3bIBAIOIINE HA CHU)KCHUE
AKTHBHOCTH Y KOJIMYECTBA KIIETOYHOM IIPOTEa3bl B IIPOLIECCe
CTapeHusl. DTO MOXKET OBITh BBI3BAHO MOBBIIICHHEM YPOBHS
OKHCIIUTEIBHOTO CTPECCa M KOJIMYECTBA MOBPEKICHHBIX
6esIKOB, KOTOPbIE MHIMOUPYIOT aKTUBHOCThH MPOTEACOMBI,
W CHIDKEHHEM dKCTIpecCcHr cyoreauanI mpoteacom (Carrard
et al., 2002). [ToBpImeHne aKTUBHOCTH YOUKBUTHH-TIPOTEA-
COMHO# CUCTEMBI 3aIMIIAET KIETKU OT IIPOTEOTOKCHYECKOTO
cTpecca U MPOJIEBAET KU3Hb JPOXKKaM, HEMATOAaM 1 MbIIIaM
(Kruegel et al., 2011; Chondrogianni et al., 2015; Pickering
etal., 2015).

AyTtodarus — ouH U3 OCHOBHBIX TPOIECCOB yTHIIN3AINN
KJICTOYHBIX CTPYKTYP, CBSI3aHHBIH C NX IOCTAaBKOH B JIM30CO-
MBI, IJie npoucxomut ux perpagauus (Kourtis, Tavernarakis,
2011). ITpu aktuBanmu rea A1g8a, CBI3aHHOTO ¢ ayTo(arueit
y Ipo30(huII, IPEOTBpAIACTCsl HAKOIIICHNE CBSI3aHHBIX C BO3-
PacTOM OBPEKACHUM B HEUPOHAX U yBEJIMUUBACTCS IIPOLOII-
JKUTETBHOCTH KHU3HM (Simonsen et al., 2008). Y Mprmei npu
CBEPXOIKCIIPECcCcHy reHa A1g5 HabmonaeTcs NpoIeHNE KH3HY,
MOBBIILIAIOTCS JABUTaTelIbHAS AKTUBHOCTH U UyBCTBUTEIILHOCTb
k nacynuHy (Pyo etal., 2013). Ayrodarus nmeer BaykHOE 3Ha-
YeHUE TS TO/IEPKaHUs KIICTOYHOTO TOMEOCTa3a, PeryIsns
KOTOPOTO HapylIaeTcsi MpH MHOTMX METa0OJMYECKUX pac-
CTPONCTBAX, BKJIFOUAst 0KMPEHUE U PE3UCTEHTHOCTD K HHCY-
JIMHY, a Takxke B iporiecce crapenus (Rubinsztein et al., 2011).

B ciryuyae HeaddekTHBHOCTH pabOThI CUCTEM yCTPaHEHUS
MOBPEX/ICHHBIX OEJIKOB B KIIETKE MOTYT 3aIyCKaThCs MPO-
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L[ECChI, CBS3aHHbIE C HAKOIUICHHEM TPYIHOPACTBOPUMBIX
OETKOBBIX arperaroB, MPEACTABIAIONINX COOO0H KOHEYHBIE
MPOAYKTHI He()epMEHTATHBHOTO TIIMKO3MIMPOBAHNS (IJINKHU-
pOBaHMs1), JINOO BO3HUKATH CTPECC IHIOIIIA3MATHIECKON CETH.
O06a mocnencTBHUS BIEKYT 3a COOOH 3amyCK CHenn()UIeCKIX
MEXaHHU3MOB, CIIOCOOHBIX BIIUSTH HA MPOJOKUTEIBHOCTD
JKM3HU M CTAPEHUE OpraHu3Ma.

B neroxcukanum KOHEYHBIX MPOAYKTOB TIMKHPOBAHUS
(AGEs) pemaiorniyro poib UTpatoT TIHOKCala3Hasi CHCTEMa,
akTuBHOCTH peunentopoB RAGE wu 3aBucumas or RAGE
AKTHUBAIIMs TPOBOCHAIUTEIBEHOTO TPAHCKPHITIIMOHHOTO (hakK-
topa NF-kB (Fleming et al., 2011). Jluera co cHIKEHHBIM
conepxanueM AGEs npuBOIUT K CyIIECTBEHHOMY YBEJH-
YEHUIO MPOJOIKUTENLHOCTH KU3HH MBbIIIEH, IIPU 3TOM Ha-
Omromaercs cumxenne ypoBHs RAGE B Tkansx (Cai et al.,
2007). CeszpiBanne RAGE c ux nuranmamu AGEs moxet
3aIlyCKaTh CUTHAJIBHBIE ITyTH, CIIOCOOCTBYIOIINE CTAPEHUIO
W PA3BUTHUIO PA3JIMYHBIX BO3PACTHBIX MATOJIOTHi{, B YaCTHOCTH
OXKHpEeHHUs, radeTa 2-ro THIa, ay TOMMMYHHBIX 3a00JIeBaHHH,
XPOHHYECKOTO BOCTIAJICHHS, HEWPOJETEHEPATUBHBIX 00Je3-
Hell (Harpumep Oosie3Hu AnbrreliMepa), 30Ka4€CTBEHHBIX
HOBooOpa3zoBanuii (Ramasamy et al., 2016). YcranosieHo,
YTO y MBIIIEH C CHMIOTOMaMM CaXxapHOTO Juabera U CBEpX-
skcnpeccueil RAGE ycUIIMBaIuCh MPOLECCHl MOPAKEHUS
cocynoB, Hedpomnaruu 1 pernHonaruu. C Ipyroil CTOpoHsI,
9TH K€ CUMITTOMBI OBLIN CHUKEHBI y MBIIIEH ¢ HOKayTOM Ir'eHa
RAGE (Yonekura et al., 2005). ITTHIbI )KUBYT CyIIECTBEHHO
JIOJIbILIE MJICKONUTAIOIIMX C COMOCTaBUMBIMH pa3MepaMu
TeJsa, IPU 3TOM Y HUX BBIIIE TEMIIEpaTypa Tella U YPOBEHb
TIIOKO3BI B KpoBH, a 3Ha4MT, 1 AGEs. 310 nporusopeune,
BEPOSITHO, CBA3AaHO C OTCYTCTBHEM aKTHBHBIX T'eHOB RAGE
(Szwergold, Miller, 2014).

MNopaeprkaHne KONMYECTBEHHOIO

N Ka4eCTBEHHOro coCtaBa MVITOXOHApI/II‘/'I
MWUTOXOHAPHUN UTPAIOT BaXKHYIO POJIb B 00€CTICYCHUH KIIETOK
SHEpruei, He0OXOMUMOM TSI TPOIIECCOB perapaliy | pere-
Hepanun. KimroueBsIMu GeTIKaMi MUTOXOHIPHUH, BITUSIFOITIMHI
Ha MPOAODKUTEIBHOCTD )KU3HU U CTApEHHE OpTraHu3Ma,
sBrsitoress TFAM u PGC-1a.

TpanckpunumonHs paxtop MuToxoHapuit A (TFAM)
UTPACT BXKHYIO POJIb B TTOjAepKaHuu nestoctHocTr MT/IHK.
On ob6ecnieunBaer ynakoBky MT/IHK B MuToXOoHIpHaibHbIe
HYKJIEOUbI, PETYJIUPYET peruKanuio u penapanuio Mt IHK
(Marin-Garcia, 2016). B uccienoBanusix Ha KpyIIHOM porarom
CKOTE€ OBLIO TOKa3aHO, YTO I'€H, KOAUPYIOLIMH 3TOT TpaHC-
KPUIIIMOHHEIA PakTop, mMeeT psix moarumopdu3mon (SNPs),
KOTOpBIE MOTYT B 3HAUUTEIFHON CTEIIEHH ONPEJIeIsTh POCT,
IUIOIOBUTOCTh M BEDKABAEMOCTb )KMBOTHBIX (Clempson et al.,
2011). YcTaHOBNIEHO, YTO y JKABOTHBIX C BO3PACTOM MIPOHCXO-
JTAT CHIDKCHUE dKCIIpeccr reHa TFAM, a Takke CIOCOOHOCTH
ero Oenka ces3eiBathesi ¢ MTJJHK (Hartmann et al., 2011;
Picca et al., 2013). C apyroii cTOpoOHEI, CBEPXdKCIPECCHs
TFAM y camuoB po3o(uil CHIXKaja IMPOIOIKUTEIEHOCTh
u3an (Matsuda et al., 2013). YBenmuueHne KOJMYESCTBA TPAHC-
KpunToB 7FAM Taxke COPOBOXKIAIO CHIDKCHHE JITUTEIHHO-
CTH J)KU3HHU M yCUIICHUE HeWpoJIereHepaluy Ha )OHE CTUMYIISI-
1K1 OMOTreHe3a MUTOXOH/IPUH C TOMOUIBIO THIIEPAKTUBALIUH
CycD/Cdk4 (Icreverzi et al., 2015). I[Tpu 3TOM BBIKITIOUCHHE
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TFAM nocpencrsom PHK-uHTEp(epeHIy yCTpaHsIIO Ha-
omomaembie HeratuBHBIE YQdexTr (Icreverzi et al., 2015).
OpnHnako cBepxakcnpeccus 774 M noBbliana BBIKHUBAEMOCTb
y MyX Ipu 00pabOTKe MEPEKUCHhIO BOIOPOJA. DTO TOBOPHUT
0 TOM, 9TO HECMOTPs Ha TO uTO runeppyHKus 7FAM cokpa-
AT JJIUTEILHOCTD )KU3HH KUBOTHBIX, OHA MOXET YCHIINTh
AHTUOKCUJAHTHYIO aKTUBHOCTb U O6eCHe‘-II/ITI) 3aluTy OT
OKHCTUTENhHOTO cTpecca (Matsuda et al., 2013).

Koakrtusarop la 6enxa PPARy (PGCla) — ocHOBHOM MO-
JIyJsITOp OnoreHesa u paboThl MUTOXOHIpUil. OH perynupyer
OKHUCIUTENbHOE (pochopnnrpoBaHre U KOHTPOIUPYET YHCIIO
Konmuii MUTOXOHJpHaibHOTO TeHoMa (Dominy, Puigserver,
2013). PGCla sBnsercs mummensio SIRT1 u AMPK (Jager
et al., 2007; Kanfi et al., 2008) u urpaer KIIOYEBYIO POIb
B YBEJIMYCHNH MPOIOIDKUTEIBHOCTH SKH3HH ITPU OTPAaHUYCHUH
norpebiienus kanopuii (Lopez-Lluch et al., 2006). Crepx-
sKkcmpeccus romornora reaa PGC/ o B KAIIIEIHUKE TPO30QILIT
MIPUBO/INIIA K TIOBBIIICHUIO YHCIIa MUTOXOHJPUH B KJIETKaX,
3aMeJICHUIO ITPOSIBIICHNUS IPU3HAKOB CTAPEHHUS M TIPOJUICHUIO
u3HM kuBOTHEIX (Rera et al., 2011). CBepxakcnpeccus
PGCla B ckeneTHOM MyCKyIIaType MBbIIIeH TakxKe OKa3bIBajia
MOJIOKUTENBHBIA 3((deKT, 3aMesIsisi BOSBHUKHOBEHHE BO3-
PacTHBIX HapyHIeHNH (DYHKIMOHUPOBAHHS MHUTOXOHAPHUI
(Anderson, Prolla, 2009). berok PGCla cmocobcTByer
MPEAOTBPAIICHUTIO HEXKEIATCIbHBIX W3MEHCHUI opranmusma
IIPU CTAPEHUU B CKEJIETHOM, CEPAEUHON MYCKYIIaType U JKU-
posoii Tkaru (Hepple et al., 2006; Anderson, Prolla, 2009).

HeCMOTpH Ha TO YTO pCHUH-AaHT'MOTCH3UHOBAasA CUCTEMA —
W3BECTHBIHN PETYIISATOP apTEPHAIBEHOTO TABICHUS, CBSI3aHHBIN
C Pa3BUTHEM I'elIepTeH3UH 1 NaTO(U3HOIOT el 3a00IeBaHUH
cep/la, COCyA0B M IT0YEK, OCHOBHOE JICHCTBUE CUCTEMBI Ha
MIPOLIECCHI CTAPEHMs CBSI3aHO C €€ BIMSHMEM Ha (PyHKIHO-
HUPOBAaHHE MUTOXOHAPHH 1 KieTouHoe npixanne (Vajapey et
al., 2014). LleHTpasbHBIM IPOJYKTOM 3TOM CUCTEMBI SIBIISIETCSI
anruotensuH II. OH yyacTByeT B peryasiuni UMMYHHOTO OT-
BETa, BOCITAJICHUH, POCTE U JIETICHUH KJICTOK Yepe3 PEeLenToOpbI
AT1 n AT2 (Benigni et al., 2009). IIpu B3aumoneiicTBuu
aarrorensuHa Il u penentopa AT1 mpoucxomsaT aKTHBALIUSA
NAD(P)H oxcuiassl n BEICBOOOXKAEHHE 3HIOTETHAIEHON
cuHTa3sl okucH azoTa (eNOS), KOTOpbIe MOBBIIMIAIOT BbI-
paboTKy CBOOOAHBIX paIMKaloB MUTOXOHApusAMH (Vajapey
etal., 2014).

Kanronpui, MHFHONTOP aHTMOTEH3HWH-TIPEBPAIIAIOIIETO
tdhepmenTta (ACE), ucronp3yeTcst IS JIeUeHHUs] THISPTOHHH.
B nccnenoBanmsix Ha HemaTozax ObLIO OOHApYKEHO, YTO
OH CHOCO6eH YBEJINYMBATH MPOAOJIKUTECIIBHOCTD UX KU3HU
(Kumar et al., 2016). bonee toro, myranus B refe acn-1,
kozmpytomieM oprosior ACE, Taxske oka3pIBajia MojI0KUTENb-
HOC BJIMSHUE HA JUTUTEIBHOCTS xku3HM uepser (Kumar et al.,
2016). ®apmaxonormueckoe uarnonposanne ACE u peren-
Topa AT1 ¢ MOMOIIIBIO SHANANPHIIA U JI03apTaHa MPOJJICBAET
KM3HB, MPEIYIPEKAACT HAPYLICHUE CEPJCUHO-COCYTUCTOH,
BBIJICITUTEIILHON CHCTEMBbI, KOTHUTUBHBIX (DYHKIH 1 IBUTa-
TEJIbHOM aKTUBHOCTH, MeTa00IM3Ma TIPH CTApPEHNH Y MBITIICH
W KpBIC C HOpMaJIbHBIM aBiieHneM (Basso et al., 2005; Santos
et al., 2009). TToBpexneHue reHa, KOOUPYIOMIETO PELEHTOP
AT1A, 3amemisieT cTapeHue MbIUIEH yepe3 Mojaep:KaHue
(DYHKIIMOHMPOBAHHSI MUTOXOHJPHH ¥ CHHIKEHNE OKHCITUTEIb-
HOTO CTpecca, a TAKXKe aKTHBAIUIO TEHOB J0JITOKUTEIbCTBA
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(Benigni et al., 2009). CymecTByioT AaHHbIE, TOKa3bIBAIO-
mye, YTO MPOJIOHTUPYIOLIee AeHCTBHE OJIOKaTOPOB PEHHH-
AQHTMOTEH3MHOBOH CHUCTEMBI OITOCPEIOBAHO IMOJABICHUEM
curnanbHoro mytd mTOR u akruBanumeit Klotho, cuprynnos
u curHaigbHOTO MyTH BUTamuHa D (Benigni et al., 2009;
de Cavanagh et al., 2015). Kpome Toro, orrcan nonumopduzm
rs1799752 rena ACE v monumopdusm rs275653 reHa perern-
Topa AT1, KOTOpBIE YacTO BCTPEUAIOTCS Y TOMTOKUTEIEH
(Benigni et al., 2013; Kolovou et al., 2014).

OOparHbIM feiicTBHEM 00J1aIaeT MenTH ] arnoTeH3uH-(1-7),
KOTOPBIN 00pa3yeTcst B pe3ysbTare AesTeIbHOCTH aHTHOTEH-
suH-nipeBpammatomero ¢gepmenra 2 (ACE2) u cBs3piBaeTcs
¢ peuenropom Mas. M3BeCTHO, 4TO KOHTPOJIUPYEMOE BMe-
IaTeNLCTBO B AKTUBHOCTH aHTHOTEH3MHA-(1-7) mpuBOIUT
K CYIIECTBEHHOMY YBEINYEHHIO JUTNTEIILHOCTH XKHU3HU KPBIC
C T'MIIEPTEH3UEH 3a CUET CHUKECHUS Y HUX IIOBPEXKICHUH U 110-
JTaBJICHUS BOCTIaJICHHs B ToloBHOM Mo3re (Regenhardt et al.,
2014). Navexuun pexkombunantHoro ACE2 takxe okazamu
MOJOXKUTENbHOE BiusiHAe. OHM CHU3WIN OKUCIUTEIbHBIH
cTpecc ¥ He(hpomaTHio MOUEK y MBIIIEH ¢ CHMITOMaMH ca-
xapHoro nuabera (Oudit et al., 2010). Hoxayr A CE2 npusen
K Pa3BUTHIO KapAMOMHOIIATHH U THIIEPTEH3UH ITPU CTapEHHH,
KOTOPBIE CBA3AaHBI C YCUIEHHEM OKHCIHUTEIBHOTO CTpecca
u BocraneHus (Xia et al., 2011).

BocnaneHue
XpoHudeckasi BOCHAIUTEbHAS PEAKIIUs TKAaHEeHW OpraHu3Ma
SIBJISACTCS O[lHOI‘/II N3 U3BCCTHBIX IPUYNH CTaAPCHUA. Ha xnerou-
HOM ypOBHE BOCIIAJIMTEIIbHBINA OTBET HHUIIUUPYIOT CUTHAJIb-
HBIE ITyTH, CBSI3aHHbBIC C AKTUBHOCTHIO TPAHCKPUIIIUOHHOTO
(dhakropa NF-«kB (Baker et al., 2011). DToT Gestok mpuHUMAET
yuactue B pOPMUPOBAHUN UMMYHHUTETA, PETYIISIIMNA CHHTE3a
[UTOKHHOB, (DAKTOPOB POCTA, UIPAET BAXKHYIO POJIb B MPO-
necce smopuorenesa (Perkins, 2007). Axruaius NF-«B
MHHUIUHPYET HKCIIPECCHIO TeHOB, YUaCTBYIOIINX B BOCTAJe-
HUH, aHTUMHUKPOOHBIX TEHOB, & TAK)KE MOBBIIIAET AKTHBHOCTh
I'€HOB aHTHOKCHJIAaHTHBIX (DEPMEHTOB, HAIIPHMED CYTIEPOKCH/I-
muemyTassl (Liu et al., 1999). C Bo3pacToM MpOUCXOIUT MTOBEI-
eHue akTuBHOCTH NF-kB, 4T0 MPUBOAUT K XPOHUUECKOMY
BOCIIAJICHHIO, OKCHJIATUBHOMY CTPECCY U Pa3BUTHIO BO3pACT-
HBIX 3a00JIeBaHMMA, HampuMep arepockieposa (Simmonds,
Foxwell, 2008). [TogapneHre BOCIATUTEIBHBIX MPOIECCOB
SABJIACTCA OJHUM U3 IleﬁCTBeHHbIX CHOCOGOB mpoaJICHUA
®H3HU. IHrMOMpOBaHUE POBOCTIANUTENbHBIX CUTHAIBHBIX
kackaoB NF-kB renernueckuMu 1 (papMakoIOorudeCKuMu
METOAaMH1 MPUBOAUT K YBCIWYCHUIO MPOAOJLKUTCIBHOCTHU
XU3HN y apo3o¢un u mermer (Moskalev, Shaposhnikov,
2011; Zhang et al., 2013). YV nmemaron u apozodun HalIIO-
JIaeTCsl yBEIIMUEHHUE TPOJOJDKUTEIBHOCTH JKU3HH IO JIeH-
CTBUEM MPOTHBOBOCHAIUTENBHBIX MPENaparoB aclupuHa
n ubynpogena (Ayyadevara et al., 2013; He et al., 2014).
Kpowme Toro, nogasnenune NF-kB npeaymnpexxnano crapenue
KOXH Y MBIIIei, TPUBOJMIIO K MOBBILICHUIO Mpoiudepa-
TUBHOM aKTHBHOCTH €€ KJICTOK M YMEHBIICHUIO KOJMYECTBA
MapkepoB kierounoro crapenus (Adler et al., 2008).
CHMXEHHEe aKTUBHOCTH JIPYTOTO MPOBOCHATUTEIHLHOTO
Oerka, MHAYIHOCTFHON CHHTAa3kI OKUCcH a30Ta (INOS), Taxke
OKa3bIBACT IOJIOKUTEJIBHOC BIIMAHNUC HA IIPOAOJLKUTEILHOCTD
KHU3HH M CTapEHHE MOJIEIbHBIX OPraHU3MOB. AKTHUBAIIHS
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JIAaHHOTO (pepMeHTa HPOUCXOIUT MPHU TIOSBICHUN BOCIIAJIH-
TEJILHBIX CUTHAJIOB (HalpUMep, HEKOTOPBIX HHTEPIECHKHHOB
w (akropa Hekposa omyxosnn TNFa) (Green et al., 1994)
U CIIEAYeT MOCie WHAKYUUH TPACHKPUIIMOHHOTO (aKTo-
pa NF-kB. Kpome Toro, iNOS umeeT cailTpl CBA3BIBaHUS
¢ tpanckpununonusvu akropamu C/EBT, CREB n STAT
(Kleinert et al., 1998). [ToBblieHHe ypOBHSI OKHCH a30Ta,
cBszaHHOE ¢ mHAYKuei iNOS, MoxkeT OBITh OTHOM W3 MPH-
YHMH OKUCIIMTEIIFHOTO CTpecca U XPOHUYECKOTO BOCIIAJICHHS,
KOTOPBIE B JajbHEHIIEM IIPUBOAAT K PA3BUTHUIO I1ATOJIOTUI
CEPICUHO-COCYAUCTOH CHCTEMBI, JIETKUX, OTIOPHO-IBUTATEIb-
HOTO arnrapara, HEpBHOH CHCTEMBI, a TAaKXKe K HapyIICHHIO
MeTabonmu3ma 1 obpaszoBanuto paka (Ropelle et al., 2013).
WHTEepecHO OTMETHUTH, YTO HA MPOJIOKUTENBHOCTH KU3HU
1 37I0POBbE KMBOTHBIX HETaTHMBHO CKA3bIBAIOTCS KAK ITOBBI-
IIICHHAs! aKTUBHOCTh, TaK U nojiHoe noaasieHue iNOS (Tsut-
sui etal., 2009). ®apmakonorngeckoe nHruOupoBanne iNOS
CHIDKAET PHUCK PA3BUTHS CEPICYHO-COCYANCTHIX MATOIOTUI
Y KpBIC, @ TAK)KE OKa3bIBaCT HEHPOIPOTEKTOPHOE JeHCTBHE
(Tian et al., 2010; Broom et al., 2011).

LnTOKNHbI

JKupoBasi TKaHb B HACTOSIIIIEE BPEMSI IIPU3HAHA ITIOJTHOLICHHBIM
9H/IOKPUHHBIM OPTaHOM, PETYIUPYIOUIMM SHEPreTHIeCcKuit
romMeocTras. AI[I/IHOLII/IT]:I - yz[o6Ha;1 MHUIICHb AJIs1 TEHETUu4e-
CKHAX MAaHHITYJSIIAN ¢ JeTepMuHaHTamu craperus (Bluher
et al., 2003). TopMOHBI, BEIIEISIEMBIC KUPOBOH TKAHBIO,
Ha3bIBAKOT aJUIIOKHMHaAMH, K HUM OTHOCATCA aJUIIOHCKTHH,
nentuH, pe3uctud, TNFa, IL-6, PAI-1. OTi curnansHbie Mo-
JIEKYJIbI CBSI3aHbI CO MHOTHIMH CUTHAIIBHBIMU Iy TSIMH KJICTKH,
OIpEACISIONIMMY CTapeHue opranu3ma. Hapyenus ajuno-
KMHOBBIX CHTHAJIBHBIX MyTEH XapaKTEPHBI JUIS COCTOSHUMH
WHCYJITMHOPE3UCTEHTHOCTH, THITEPIIIMKEMUH, UCITUITHICMUH,
THIIEPTEH3MH, a TaKXe JUIsi METa0OoJIMYECKOro CHHIpOMA,
KOTOPBIE aCCOIMUPOBAHBI CO CTapdecKUM (eHoTurioM (Arai
etal., 2011). YV manueHTOB, CTpalalOINX OT BUCIICPATEHOTO
OXXHUPECHU, CHUIKCHBI YPOBHH BCEX IMCPCUMUCICHHBIX BbILIC
a/INTIOKMHOB, YTO BEJIET K CHCTEMHOMY BOCTIAJIEHHIO, CHHKE-
HHIO YyBCTBUTEIILHOCTH K HHCYIINHY, CEPACUHO-COCYUCTHIM
ocnoxHenusm (Garg, Agarwal, 2009). V nronei Bo3pacToMm
ceeire 100 et Obl1a moxa3aHa 3aBHCHMOCTH BEICOKOH CMepT-
HOCTH OT BCEX NPHYMH M CHIXKEHHOTO YPOBHSI JISNTHHA Ha
(doune noseimeHHoro TNFa (Arai et al., 2011). Huskwuii ypo-
BEHb JIUITOHEKTHHA B IIJIa3Me KPOBH yKa3bIBacT Ha Pa3BUTHE
UIIEMHYECKON OOJIE3HH Ceplia U MOJKET CITY>KHTh MapKepoM
MPEX/ICBPEMEHHOTO CTAPEHUS CEPIIeUHO-COCYANCTOM CUCTe-
MbI (Costacou et al., 2005).

JpyruM mpuMepoM acCOMHUPOBAHHBIX CO CTapEeHUEM
ITUTOKHHOB SBJIACTCA MUOCTATHUH. MuocTaThH — 4jIeH ceMen-
CTBa TPaHCHOPMHUPYIOMIUX POCTOBBIX (PAKTOPOB, KOTOPHIN
MOJABIISIET POCT U TUPPEPEHIUPOBKY MBIIMICYHON TKaHH
(McPherron et al., 1997). ¥V ntoneit MbineyHas mMacca 1o-
JIO)KUTETBHO KOPPEIUPYET C MPOJOIKUTEILHOCTBIO JKU3HH,
1 ObICTpasi MOTeps] MBIIIEYHONH MacChl BO BPEMsI CTapeHUs
YacTo MPHUBOIUT K pa3iuuHbIM 3aboneBanusm (Miller et al.,
2002). MrakTBaIius MHOCTATHHA TPUBOAUT K POCTY MBI-
IIEYHON MAacCChI, U 3TOT 3P(PEKT MOXKET HCIOIB30BATHCS TIPH
60pb6e C pa3/InYHbIMH HApYHICHUAMM, TAKMUMH KaK MUOIIATU

(Hulmi et al., 2013), pak (Gallot et al., 2014) u crapenne
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(Mendias et al., 2015). [TokazaHo, 4TO HCKYyCCTBEHHOE MO/1a-
BJICHHE aKTUBHOCTH MHOCTAaTHHA Y CTAPBIX MBIIIIEH TTOJIOMKH-
TEJBHO CKa3bIBACTCS HAa META0OIM3ME U PH3MUSCKUX (DYHK-
usix (White, LeBrasseur, 2014). Kpsicsl ¢ 30 % cHibkeHHEM
IIUPKYITHUPYIOIIETO B KPOBH MUOCTaTHHA UMEIOT YBEIIIYCHHYIO
MIPOJOIDKUTENBHOCTE sku3HK (Mendias et al., 2015).

®axtop pocta GDFI11 sBasieTcsi roMOIOTOM MHOCTaTHHA
U peryinupyer HeliporeHes. BoccTaHoBieHHE €ro ypoBHEH
Y CTaperolIiX MEIIICH MO3BOJIIO YaCTUIHO BOCCTAHOBHTH
(DyHKIMOHUPOBAHHUE CKEJIETHOW MYCKYJIATypbl, COCYIOB
n HepBHOU TkaHW (Katsimpardi et al., 2014; Sinha et al.,
2014). TTomaBiieHue ero OpTOIOra, MUOTTIAHWHA, B MBIIIIIAX
JPO30( I COKPATHIIO KU3HbB IIJI0I0BOM MYIIKH, YBEITHYHIO
4acTOTY 1e(EKTOB IBUTATEIEHON aKTHBHOCTH, B TO BPEMSI KaK
CBEPXIKCIIPECCHs BOCCTAaHOBIMIIA 3TH Toka3zaTtenu (Demontis
etal., 2014).

AnonTto3 un cenekumva »KN3HECNoCcoOHbIX KNeToK
Cenekuust 0oJiee KM3HECTIOCOOHBIX KIIETOK T10J] AeHCTBHEM
YMEPEHHBIX CTPECCOBBIX BO3AEHCTBUI HA PAaHHUX CTATHUAX
pa3BUTHA ObLIA MPEUIOKEHA HAMM B Ka9eCTBE OJHOTO M3
BO3MOXKHBIX MEXaHHM3MOB pajMaliMoHHOro ropmesuca (Mo-
ckanes, 3annymiH, 2003). B nccnenoBanmm Ha apo3oduie
M.M. Merino ¢ komteramu (2015) nmoka3zanu, 49To TeH azot
Y4YacTBYET B JIMMHHAIMU OCJIAOICHHBIX KJIETOK, YCKOPSIO-
KX cTapeHrne opranmi3Ma. Ero aktuBamust crmocoOCTBYeT
MOBBIIICHUIO )KU3HECTIOCOOHOCTH TKaHEH, 3aMeICHHIO CTa-
PEHUS ¥ YBEJINYEHHIO MPOIOKUTEIBHOCTH JKU3HH. Y MIe-
KOTTUTAIOIINX TaK)Ke MMEEeTCsI OpTojor rera azot (Merino et
al., 2015).

B oprannsme MIICKONUTAIONIMX MTPUCYTCTBYIOT U Jpyrue
MEXaHU3MBbI CEJIEKINH, CBI3aHHBIE C Y/IAJICHUEM CEHECIICHT-
HBIX KJIeTOK. KiteTouHoe crapenue urpaet poib B aHI'HOTeHe-
3e, 3aKUBJICHUH KOKHBIX paH (van Deursen, 2014). Onnako
MOCTETIEHHOE HAKOIUIEHHE CEHECIIEHTHBIX KJIETOK B TKaHAX
YCKOpSIET CTapeHue opranu3Ma. X KoJmdecTBo B MOJIOOM
OpraHHu3Me PeryJIupyercsi IMMYHOKIMPEHCOM, CIIOCOOHOCTD
K KOTOPOMY YTacaeT ¢ BO3PAaCTOM M3-3a CTAPEHHs IMMYHHOM
cucremsl (van Deursen, 2014). CymiecTByroT 3KCIiepUMEH-
TaJbHBIE JI0KA3aTeNIbCTBA, YTO NCKYCCTBEHHAs AIMMHUHALINS
CCHECIEHTHBIX KJIETOK MPUBOAUT K 3aMEUICHHIO PA3BUTHS
BO3PACTHBIX MMATOJOTUI CKEJIETHBIX MBIIII M )KUPOBOH TKa-
uu (Baker et al., 2011) u yBenMueHNIO POIOIKUTEIEHOCTH
JKn3HM KUBOTHBIX (Baker et al., 2016).

Cenekiyst )KM3HECIIOCOOHBIX KIETOK TECHO CBs3aHa C Ta-
KAM MEXaHU3MOM, KaK porpaMMHpyeMast KJIeTOuHasi THOelb,
win anonto3. OZHUM U3 PEryJsITOPOB aIONTO3a SBISETCS
cUrHaIBHBIN Kackag Shc/Ras. YV MieKkonmuTarommx nMeeTcs
Tpu u3odopmser She: p52She, p46She u p66She, koTopsie OT-
BEUAIOT 32 MTOJIABJIEHHE AMONTO3a, POCT KIETOK U PETYIISIHIO
nponokutensHocTH )u3HU (Luzi et al., 2000). U3BectHo,
4yto p52/p46Shc nepenaroT 1 yCHIMBAIOT CUTHAJI OT pelier-
TOPHBIX THPO3WHKHHA3 Kk Oenkam Ras (Luzi et al., 2000).
Ras npencrasnstor codoit Hebonpmme ['Tdassl, koTOpHIE
YYaCTBYIOT B TPAHCAYKI[HMH CHI'HAJIOB OT PELENTOPHBIX TH-
PO3MHKHMHA3 K CUTHAJIBHBIM ITyTSIM KJIETKH, OTBEYAIOIINM 32
MeTabonu3M, nponudepanuio, MdHepeHnnanuio, anomnTo3
u BeDKMBaHME Kietok (Goitre et al., 2014). K Takum mytsam
OTHOCHUTCS] CUTHAJbHBIN KacKaJ MHUTOT€H-aKTUBHPYEMBIX
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kuHa3 (MAPK) u xunas3, peryaupyronux nepeaady B KJIeTKy
BHekJeTouHbIX curHANOB (ERK) (Goitre et al., 2014). I'umep-
AKTHBALUs ¥ TpaHC(OpMaIHs TCHOB ceMelcTBa Ras SBISIETCS
MPUYMHON Pa3BUTHS TPETH 3JI0KAYECTBEHHBIX OITyXOJIeil,
KOTOPBIE CIOXKHO MOAJNAIOTCA MPOTHBOPAKOBOW Tepanmuu
(Goitre et al., 2014). B ucciiegoBaHusSx Ha IPOXOKAX MOKa3a-
HO, YTO MYTalluH, CHIDKaIOIIEe akTuBHOCTh Ras/Cyrl/PKA
CUTHAJIBHOTO IMYTH, YBEIWYMBAIOT XPOHOJIOTMYECKYIO MPO-
JIOJDKATEIBHOCTD JKU3HU M YCTOHYUBOCTD K OKHCIIUTEIIEHOMY
CTpeccy U TUIIEPTEPMHUH 32 CYET AKTHBALIMY TPAHCKPUIIIIMOH-
HBIX (akTopoB Msn2 u Msn4, a Taxke MUTOXOHAPHAITEHON
cynepokcuyinemyTassl SOD2 (Longo, 2003). ITonaBnenne
Ras mpuBOIUT K CTaTHCTHYECKU 3HAYMMOMY YBEINYEHHIO
MIPOIOIKUTENBHOCTH KU3HU Apo3odun. [Ipu 3Tom Grmoxwu-
poBka Ras onocpenyer neszaxrnBanuto nHCyarnHOBOro/IGF-1
CUTHAJILHOTO TYTH, MPUBOAS K MHI'MOMPOBAHHUIO KHHA3bI
ERK 1 n3MeHEeHHI0 aKTHBHOCTH PETyNIATOPOB TPAHCKPUIIINT
ETS (Slack et al., 2015).

LlvpkagHble putmbl

[{upkamHble PUTMBI — TEHETHYECKN JIETEPMUHHUPYEMBIE TIe-
PHOIMUECKHIE OKOJIOCYTOUHBIE HAXO/SIIHECs B 3aBUCMOCTH
oT (oTopeknMa KoreOaHus PAa3TUIHBIX (PH3UOIOTHIECKIX
ToKazareseil, MHAIMUPYEMbIEe CTPOTO MEpapXUIHON chcTe-
MO MOJIEKYJISIPHBIX OCIMJUISITOPOB, OCHOBAHHOM Ha (hyHK-
IIMOHUPOBAHUH TPAHCKPUIIIMOHHO-TPAHCIAIUOHHBIX, JINOO
TPAHCISIIMOHHO-TPAHCIIAIMOHHBIX TIETeNIb 00paTHOM CBSA3H.
['eHbl UPKaTHBIX PUTMOB M UX MPOIYKTHI 3a/I€HCTBOBAHBI
BO MHOKECTBE MOJIEKYJISIPHBIX POLIECCOB, COMPSIKEHHBIX CO
CTapeHHeM OpPraHu3Ma, B TOM YHCJIE B TATOT€HE3e BO3PACTHBIX
narosoruii (Solovyev et al., 2016).

[Ipn HOpMaNbHOM CTApEeHHHM OTMEYAIOTCS HapyIIeHUs
IIUKJIOB CHAa M OOAPCTBOBAHMSA, COH CTAHOBUTCS JICKOHCO-
JIMIMPOBAHHBIM, B CBOIO OUE€PE/lb, OCIMIUISIIMN SKCIPECCHU
TEHOB IIUPKaTHBIX PUTMOB TEPSIFOT POOACTHOCTb, SKCIPECCUS
M3MEHSICT aMIUTUTYRy WM (asy, yTpauuBaeT CIOCOOHOCTb
k xostebanusm (Katewa et al., 2016). Ormeuaercs, 4To
JIONTOKUBYIIME BUIBI C TIPEHEOPEKMMBIM TUIIOM CTAPEHUS
opranu3Ma He 0OHapyKMBarOT U3MEHEHHUH B IAaTTEpHAX KC-
MIPECCUU TeHOB LUpKaaHbIX puTMOB (Solovyev et al., 2016).

MaHuMyasInuy ¢ TeHaMH HUPKAJHBIX PUTMOB Ha pa3ind-
HBIX MOJICIISIX TIPUBO/IST K N3MEHEHHIO POIOJKUTEIBHOCTH
su3HU. MyTtantel BMALI v 0co0Ou ¢ ero HOKayToM UMEIOT
CHIDKEHHYIO TPOAOKUTENbHOCTS nu3HU (Kondratov et
al., 2006). beiiox BMALI1 Biusier Ha CKOPOCTh CTapeHUs,
B3aMMOJICHCTBYSI C KOMIIOHEHTAMHU CUTHAJbHOIO Kackaja
mTOR (Khapre et al., 2014). CLOCK axTtuBupyet mpoBoc-
nanuTenbHbiid pakrop NF-kB, cokpamaromuii mpomomku-
TEJILHOCTH kU3HU. ['eH Timeless npo3oduiibl CyliecTBeHHO
MPO/JIeBAeT KM3Hb Ha (pOHE YBETMUEHHOW KalOPUHHOCTH
nuranus (Katewa et al., 2016). CBepxakcnpeccupoBaHHBII
Cryptochrome, o nauubim K. Rakshit u J.M. Giebultowicz
(2013), Takke mpoIIEBACT JKU3HD IPO30(IIIBI, HAPSITY CO
CBEPXIKCIPECCHUEH per, IBISIOIIETOCs €CTECTBEHHBIM HEHpo-
MIPOTEKTOPOM, IKCIIPECCHUSI KOTOPOT'0 KOPPEIUPYET C KOHIICH-
Tpanuei MOITHOTo aHTHOKcHaanTa — rryTaruoHa (Klichko et
al., 2015). HemaBHO ctano u3BecTHO, 9To Per crenuduaHo
cyOcTpary CHHXPOHH3UPYET LUK aKTHBHOCTH JbIXaTeIbHBIX
Henel ¢ oTOPEKMMOM, B 3HAYUTEIFHON CTETICHH OTIPE/IeIss
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COOTHOIIICHHE TIPHXOJIa ¥ PACX0/Ia SHEPTHH, & TAKIKES KOHTPO-
JHpPYsl CYyTOYHBIE IIOTOKY HYTPUEHTOB B MUTOXOHJIPUH, YTO,
0e3 COMHEHUsI, HE MOXKET HE CKa3bIBAaThCSI Ha MPOIOJKUTEIb-
HOCTH Ku3HU u crpeccoycroiunBoctu (Neufeld-Cohen et
al., 2016).

TakuM 00pa3oM, HA OCHOBAHHH BBITIOJHEHHOTO aHAIN3a
TFCHECTUYCCKUX MCXAaHU3MOB CTAapC€HUA U JOJTOJICTUSA MOXHO
BBIICJIUTH HanOOJIee epCIeKTHBHbIE HalpaBIIeHNs Oy Ty X
Pa3paboTOK JUTs 3aMeUICHHUS] IPOLIECCOB CTAPCHUSL:

e BOCCT@HOBJIGHHE Ie€TePOXPOMATHHA, MOAABICHUE PETPO-

TPAaHCHO3ULHIH, yCTPAaHEHHE aHEYTUIONINH;
¢ BOCCTaHOBJICHHE KHCIOTHOCTH JIN30COM;

* YUTHHEHHE TeJIOMep;

* IIOJABJICHHE XPOHUYECKOTO BOCHAICHHS;

¢ YCTpaHEHHE MEPEKPECTHBIX CIIUBOK OCIKOB;

e DJIMMHHAIMA CCHCCLCHTHBIX KJICTOK;

« BOCcTaHOBIeHHE ypoBHeit HAI+;

« uaruouposanne mTOR, S6K, TGF-B, AT1;

e KOHTpOJIMpYyEMas aKTUBALUSA I€HOB «IIPOIPAMMBI JOJI0-
skutensctBay FOXO, AMPK, PGCla, NRF2.

bnarogapHocTn
Pabora monnep:xana rpaatom [pesnamyma PAH Ne 15-4-4-23.

KoH)NUKT nHTepecos
ABTOPBI 3asBIISIOT 00 OTCYTCTBUH KOH(IMKTAa HHTEPECOB.
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CTBONOBbBIE KNETKM — HeauddepeHUPOBaHHbIE KNETK MHOFOK/1eTOY-
HbIX OPraHN3MOB, CMOCOOHbIE AENUTLCA, CAMOOOHOBNATLCA U ANd-
depeHunpoBaTbca. HecMoTpA Ha CyLyecTByoLMe Pa3NNYnA CBOWCTB,
Y BCEX MHOTFOKJ/IETOUYHbIX OPraHW3MOB MOXHO BbIAENUTb 06LMe NPUH-
LMMbl CYLLeCTBOBaHMA CTBOIOBbIX KNETOK. Y pacTeHUI CTBONOBbIe
KNeTKN Haxof4ATCsA B MeprcTeMax — CTPYKTYpax, obecneyrBaroLmx
HenpepbIBHbIN POCT pacTeHVA 1 NPeAoCTaBAILNX MaTepuan

InA 06pa3oBaHNA Pa3fNYHbIX CNELMaNN3NPOBaHHbIX TKAHEN.
BbigenatoT pasHoobpasHble TMMbl MeprcTeM: anuKasbHble — nobera

1 KOPHS, naTepanbHble (MPoKamouiA, KamOuiA, MEPULMK), a TaKxKe

TaK Ha3blBaeMble HeperynapHble, pa3BuBaloLMeca Npu onpeneneH-
HbIX YCNOBUSAX (Kannyc, MepUCTEMbI CUMOMOTUYECKIX KIyOEHBKOB,
CMOHTaHHbIe 1 NaTOreH-NHAYLMPOBaHHbIE OMYXONU U T. A.). Ana Kax-
L0V N3 MePUCTEM BbIABIIEHDI CNEeLMPUYECKE MEXaHN3MbI Peryns-
Luu, ANA KOTOPbIX XapaKTepHO B3auMoaeicTeme GUToropmMoHOB

1 OCHOBHbIX Py TPAHCKPUMNUUOHHBIX GaKTOpOB. AKTUBHOCTb
MepucTem obycroBneHa ByMA NPOTVBOMOMOXHbIX MpoLeccamu:
nponudepaumen 1 CaMOOOGHOBIEHNEM CTBOJTOBbIX KIETOK B LIeH-
TpanbHOW YacT! MeprcTeMbl U AnddepeHLMPOBKON CreLnann3npo-
BaHHbIX KneTok Ha nepudepun. Cuctembl WOX-CLAVATA — KoHcepBa-
TUBHbBIN ANA Pa3HbIX MEPUCTEM PEryNATOPHBIN KOMMOHEHT, KOTOPbIN
obecneyrBaeT pasmep 1 NOCTOSHCTBO COCTaBa MEPUCTEMDI, @ TaKKe
6anaHc nponudepaunn n guddpepeHLUNpPoBKIM CTBONOBBIX KNETOK.

B 0630pe paccMOTpeHbI CXOACTBO M pasnuymne NprHLUMMNOB OpraHn3a-
LMW HULL CTBOMOBBIX KNIETOK Y PaCTEHUI 1 KMUBOTHbIX, @ TakKe B pas-
HOOOPA3HbIX MepPUCTEMAX BbICLIVX PACTEHUIA; 0CO60e BHUMaHNe
yaeneHo ponu cnctem WOX-CLAVATA B nogaepaHnv Mepuctem 1 nx
B3aMMOLENCTBUIO C APYIMMU MEPUCTEMHBIMU PEryATOpamu.

KntoueBble cnosa: ctBonoBble Knetku; mepuctembl; WOX; CLE-nenTuabl;
LRR-KMHa3bl; anukanbHble MepucTeMbl; KaMOWIA; MEPULMKA; Kannyc;
OnNyxosu; Kny6eHbKU.
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Plant stem cells:
unity and diversity

LE. Dodueva®), V.E. Tvorogova, M. Azarakhsh,
M.A. Lebedeva, L.A. Lutova

Saint Petersburg State University, Department of Genetics
and Biotechnology, Saint Petersburg, Russia

Stem cells are undifferentiated cells of multicellular
organisms that can divide, self-renew and differen-
tiate. Despite the differences of properties, general
principles of the existence of stem cells can be
distinguished in all multicellular organisms. In plants,
stem cells are found in meristems - the structures that
ensure the continuous growth of plant and provide
material for the formation of various specialized
tissues. There are numerous types of meristems:
shoot and root apical meristems, lateral meristems
(procambium, cambium, pericycle), as well as the
so-called irregular meristems, developing under
certain conditions (callus, meristems of symbiotic
nodules, spontaneous and pathogen-induced tumors,
etc.). For each of meristems, specific mechanisms

of regulation, which are based on the interaction of
plant hormones and the major groups of transcription
factors, were identified. The activity of meristems is
based on two opposite processes: proliferation and
self-renewal of stem cells in the central part of the
meristem and differentiation of specialized cells in
the periphery. WOX-CLAVATA systems are a regulatory
component conservative for different meristems

and providing consistency of the composition

of the meristem, as well as the balance of stem cell
proliferation and differentiation. In this review, we

will consider the similarities and differences between
the principles of organization of stem cell niches in
plants and animals, as well as in a variety of meristems
of higher plants; special attention will be paid to

the role of WOX-CLAVATA systems in maintaining
meristems and their interaction with other meristem
regulators.

Keywords: stem cells; meristems; WOX; CLE-peptides;
LRR-kinases; apical meristems; cambium; pericycle;
callus; tumors; nodules.



tBosioBbie KiIeTku (CK) — HemuddepeHunpoBaHHbIe

KJIETKH MHOTOKJIETOUHBIX OPTaHU3MOB, CIIOCOOHBIE

JICIINTHCSI TIOCPEICTBOM MHTO3a, CaMOOOHOBIISITHCS,
o0pasys nossle CK, u nuddepenunponarscs B crenu-
aIN3UpPOBAHHbIE KIETKU. TePMHUH «CTBOJIOBBIE KIETKI» OBII
npeanoxer B 1909 r. ructonorom A. MakCMOBBIM, BIIEPBBIE
OIUCABIIMM I'€MOITOITHYECKHE CTBOJIOBBIE KiIeTKH. [TomuMo
crocobHocTH K camooOHoBeHu0, CK 00magaroT cBOiCTBOM
MOTEHTHOCTH, T. €. CIIOCOOHOCTBIO J1aBaTh IIOTOMCTBO B BH/JIE
OIPE/ICJIEHHOTO0 KOJIMYECTBA THUIIOB CIEHHATU3UPOBAHHBIX
kneTok. B coorBercTBuM ¢ 3TuM CK XKMBOTHBIX AENATCS
Ha TOTHIIOTEHTHHBIC (OMHHUIIOTEHTHBIE), criocoOHbIe Tudde-
PEHIIMPOBATHCS B KIETKH AMOPHOHAIBHBIX TKaHEH; IUII0-
PHUIIOTEHTHBIE — IOTOMKH TOTHIIOTEHTHBIX, KOTOPBIE MOTYT
JlaBaTh HauyaJIo MPaKTHIECKU BCEM TKAHSIM, 33 HCKIIIOUCHHEM
SMOPUOHAIIBHBIX; OJIMTOTIOTEHTHBIE, KOTOpbIe MOTYT Tudde-
PEHIIPOBATHLCS JINIIb B HEKOTOPBIE OMM3KHE TI0 CBOHCTBAM
THIIBI KJIETOK; U YHUIIOTCHTHBIC, HIIH KJICTKU-TTPEAIICCTBCH-
HHILIBI, JTAI0IIME HAuaJIo OTHOMY OIPE/IeIICHHOMY THITY KJIETOK.
YV JKMBOTHBIX TOTUIOTEHTHBI KJIETKH, BOSHUKAIOIIHE TTOCIIE
MIEPBBIX JICJIICHUN POOJICHUS, KICTKH OJIACTOLMCTHI Y)Ke He
PaBHOILICHHBI U IUIIOpUIIOTEHTHBI. KitoueBoe omnyne CK
pactenuii ot CK >XHBOTHBIX — TOTHIIOTEHTHOCTh BCEX 0e3
uckmouenusi CK pacrenuii. bonee Toro, TOTUNOTEHTHBI
Y pacTeHHii NPaKTUIECKH BCe )KUBbIE (D dhepeHInpoBaHHbIE
KJIETKH, KOTOpBIE MOTYT 00peTats cBoiicTBa CK B mpomecce
nenuddepeHINpPOBKH — 3TO CBOWCTBO JISKUT B OCHOBE BBICO-
KO CITIOCOOHOCTH PACTCHUH K pereHepalii, COMaTHUCCKOMY
smbpuorenesy (C3) 1 BereTaTHBHOMY Pa3MHOKEHHIO.

HecMotTpst Ha MMeronrecs: pa3juyusi CBOIMCTB, y BCEX
MHOTOKJIETOYHBIX OPraHM3MOB MOXHO BBIZECIIUTH 00LIUE
MIPUHIUIIBI CYIIECTBOBAHUS CTBOJIOBBIX KIIETOK:

1. BrIcOKasi HIOTEHTHOCTh M OTCYTCTBHE MapKepoB JH (-
(hepeHUPOBKH.

2. bonpmrasi mpogOIKUTENBHOCTD KIETOYHOTO ITHKJIA.
CTBOJIOBBIE KIIETKH JICNISITCS OY€Hb ME/IIICHHO, [UTUTEIEHOCTD
KJIETOYHOT'O 1IMKJIa Y HUX TIOPOH B JIECATKU Pa3 MPEBbILIAET
TaKOBYIO B OKPY)KalOIMX KieTkax. IIpm HOpManbHBIX yc-
noBusix CK )KMBOTHBIX U pacTeHUIl HAXOIATCS B OCHOBHOM
Ha ctaguu GO. Tak, remonoatuueckue CK B HOpManbHBIX
YCIIOBHSIX JIENATCS BCETo JIMMIb Kakaple 145 mueit (Trumpp
et al., 2010), ATUTETHHOCTH KICTOYHOTO [IUKJIA Y KJIETOK IT0-
KOSILIIErOCsl LIEHTpa KOPHEBOiT MeprcTeMsbl B 6—10 pa3 Oonblie,
4eM y okpyxarormx kietok (Msanos, 2007).

3. CriocoOHOCTh K CaMONOIEPKAHUIO K ACHMMETPUYHBIM
JIeJIEHUSIM, TIPU KOTOpBIX mpoayiupyetcs onHa CK u ogna
KJIETKa, BCTYMAIOMIAsl HA ITyTh aKTHBHOTO JICNICHUS U 3aTEM
npucTymnaromas K auhpepeHnpoBKe.

4. CymecTBOBaHHE B CIEIMAJIbHBIX KOMIIApTMEHTaX,
MOCTABIISIIOIINX CUTHANBI Juts noagepskanus CK, — Hummax
CTBOJIOBBIX KJIETOK. TEpPMHMH «HHIIA CTBOJIOBBIX KJICTOK)
BriepBbIe npetoxu s remonoatuueckux CK R. Schofield
B 1978 . Huma CK onpenenena uM Kak «OrpaHUIeHHOE CIie-
[IUATTM3UPOBAHHOE MUKPOOKPYKEHHUE, KOTOPOE HHTETPUPYET
U OCYLIECTBIISIET MEKKJIETOUHbIE CHTHAJBI ISl PEryJIsiLuu
U TIOJI/IEP KaHMsl TOMEOCTa3a MPUHAUICKAIINX €1 CTBOJIOBBIX
KIIETOK».

Ocuosuble Gpynkunu Humu CK crnenyronime:

* IIpenotBpamenne muddepennnporkn CK mytem mpemoxpa-

HEHHS UX OT CUTHAJIOB AN PEpEeHIINPOBKH, TOCTYTIAOIINX
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M3 COCEIHUX TKaHEeW. Y KUBOTHBIX HUILY JJIs OmIpeje-
nenHoro tuna CK MoXeT cocTaBIsATh ONPEAEIEHHbIN THIT
1 hepeHITMPOBaHHBIX KIETOK, HAITPUMED, HHIITY TeMOIIO-
stndeckux CK cocTaBnsioT 0CTe00IacThbl, OCTEOKIACTHI,
ME€3eHXUMalbHbIC MPEIIECTBEHHUKH, PETHKYISIPHBIC
kietkd (Trumpp et al., 2010). V xuBorHbeix HHma CK

MOXKET OCTaBaThCsl CBOOOIHOI U B JalIbHEHILIEM €€ MOTYT

3aHSTh HOBBIE KJICTKH; ITyCThIE HHAIIN MOTYT CYIL[ECTBOBATh

HezaBucumo ot CK n nipu pancimanrannu B Hux CK ode-

CIIEUMBATh UX HOPMaJIbHOE (DyHKIIMOHUPOBAHUE.

* Ob6ecreuenne camonoaaepxanns CK u umTensHOro mpe-
ObIBaHMS B COCTOSTHUM TIOKOSI. DTa 3a/1a4a HUIIH CBsI3aHa HEe
TOJIBKO C TojiepkanueM «3amacay CK, Ho u ¢ HeoOxonumo-
cThIO orpanmdeHus nponudeparun CK 10 MUHIMaTBHOTO
YPOBHSI, HOPMaJIbHO TO/IEP’KUBAIOIIETO TKAHEBOH rome-
octas. [[na camonoanepxanns CK q0mKHBI OTy4arh OT
CBOETO MUKPOOKPY>KEHHS (HHUIIIN) OTIPEACIICHHBIE CUTHAIIBL.

» CoszaaHue yciaoBuH sl MakcuManbHOM 3amuiieHHoctd CK
OT HEOJIaroNPHUATHBIX BO3EUCTBUI. OTUACTH 3TH YCIOBUS
00ecreunBatOTCs U30JIUPYIOINMH CBOWCTBAMH HUIIH, OT-
yacTH — cBoiicTBamu camux CK: Tak, B HOKOSIIMXCS TeMO-
nostudecknx CK BbICOKast yCTOHUMBOCTD K TOBPEKACHHSIM
JHK nocrturaercst cuiapHON HHIYKIHEH 6ekoB pS3 u p21
(Mohrin et al., 2010).

Just pynxumonnposanust Hum CK HeoOX0a1MO MHOKECTBO
B3aMOCBS3aHHBIX MEXaHU3MOB: MEKKJICTOUHBIE B3aNMO/IeH-
ctBust CK apyr ¢ apyrom u coceranmu auddepeHmpoBaHHbI-
MM KJIETKaMH, (PU3NKO-XUMHYECKOE COCTOSTHUE OKPYKAIOIIEH
cpenbl 1 T. 1. BakHy10 poib UrparoT TakkKe TPAaHCKPUIIIINOH-
uble (haxropsl (TD), perymupyroniue sxcripeccuto reHos B CK:
TaK, QyHKIHOHAIBHOCTB reMornoatuyeckux CK miuexonura-
forx obecneunBarot 6osee 50 TD, 00pa3yromux CIOKHYIO
perynsitopHyto ceth (Kosan, Godman, 2016).

Knerka, nokunysuias Hunry CK, Bcrynaer Ha nyTs audde-
pernupoBku. Kpome Toro, CK He coBCeM 0THOPOTHBI BHYTPU
caMoii HUIIM. Y J)KUBOTHBIX B pe3ynbrare nenenus CK pator
HaYyaJI1o I0YePHUM KJIETKaM C KOPOTKUM KJICTOUHBIM ITUKIIOM,
KOTOpPBIE TIEPBOE BpeMs MPEOBIBAIOT B TIPEIeIax HUIIHN. DTH
JIOUYEPHUE KJICTKH B PE3YIIbTaTe HECKOIBKHX ITOCIICI0BATEb-
HBIX JIEICHUH CO3AA0T MOIMYJSAINIO TPAH3UTOPHBIX KJIETOK,
KOTOpBIE 3aTe€M TpeBpamarTcs B AudQepeHnnpoBaHHbIC
KJIETKH, BBIITOJTHSIONIHE CTICHU(PUIECKHE (QyHKIMN B OPTaHN3-
me. OOpazoBanue OOJIBILIOTO Kon4uecTBa TuddepeHIpoBaH-
HBIX KJIETOK 00€CIEeYNBaCTCS MIMEHHO 32 CUET PA3MHOKCHUS
TPAH3UTOPHBIX KJIETOK MpH ManoMm uucie aeneHuit CK.
Bwmecre ¢ Tem mexxay CK u TpaH3UTOPHBIMU KJIETKAMH HET
YETKOW I'paHULbl, a CKOPEE UMEETCSI MOCTENEHHBIN NEPEXOL;
TPAaH3UTOPHBIC KIETKH HEKOTOPOE BPEMSI MOTYT COXPAHSTh
cBoiictBa CK u mpu omnpeneseHHbIX YCIOBHIX, HAIPUMED,
rubenn CK, MOTYT 3aMeCTHTh UX (TaK Ha3bIBAEMBIE ITOTECH-
mmanbaeie CK») (Wilson et al., 2008).

VY pacrenuii kioueBoe 3HadueHue Ut nojpaepkanus CK
TaKXe MMEIOT MEXKJIETOUHBIC B3aUMOJEHCTBUS, TOPMOHBI
u TO. ITpu sTom Humm CK pacTeHuii BO MHOTOM OTIHYAIOTCS
OT TAKOBBIX Y JKUBOTHBIX: OHU HE H30JHPYIOTCS OT OKpYXKaro-
mux auddepeHnnpoBaHHbIX TKAHEH U HE MOTYT CYIIECTBO-
Barh MycThIMU. bosee Toro, ecnu Ob1 CK ObIIM M3HAYATIBHO
0OHapyKeHbI Ha PACTEHHSX — BPSA JIM IEPBOOTKPHIBATEIISIM
MpHIIea B ToNOBY TepMuH «HHUmay. [Tymsr CK pacrennit
HaXOJSITCSl B OKPYXCHHH HMCKIIOYUTEIHHO CBOUX ITOTOM-
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KOB — U pepeHIIMPOBAHHBIX KIIETOK, KOTOPBIE TOCTABIISIOT
CUTHAJIBI, perynupytomue pazmep myna CK u crumynupyto-
mue audppepeHnpoBky, camu ke CK mocTapisioT curHai,
peAoTBpaliaonui 1udhepeHIMPoBKY KIeTOK. biaromaps
HaJIMYHUIO TPAJINCHTOB KOHIIEHTPAIUHU 3THX CUTHAIOB UMEET
mecto camonoiepxkanue CK B nenTpe numm n tuddepen-
LMPOBKA MX [TOTOMKOB Ha nepudepuu.

5. Hanmmame mpon3Boanmbix camumu CK BHYTPHKITETOUHBIX
CHUTHAJIOB, KOTOPBIE BaYKHBI JUIS TIOJIEPKaHUS HEOTpaHUIEH-
HOH nponudepanuy 1 rnopasieHus 1udepeHInpOBKH CTBO-
JIOBBIX KJIIETOK. Tak, Ul MOAAEpKaHUs TUTFOPUIIOTEHTHOCTH
smOpronansHbIX CK HEoOx0mMMa sKCpeccnst reHa, KoTupy-
rowero Td Nanog, 171 NoAAepKaHUSA OJUTOIIOTEHTHBIX T€MO-
nodtndeckux CK — T® Scl/Tall, Gfil u Gfilb, Gata2 (Kosan,
Godman, 2016). Y pacteHuil nomuepkaHue «CTBOIOBOTO
cTaryca» KJIETOK JOCTHIaeTCsl SKCIPECCUeil OnpeielIeHHbIX
renoB cemeiicteBa WOX (WUSCHEL-related Homeobox),
MPOJYKTaMU KOTOPBIX SIBIISIFOTCSI TOMEOIOMEH-CO/ICpKAHUE
T® (van der Graaf et al., 2009), peub 0 HUX MOWIET HUKE.

CTBOJIOBBIE KJIETKH PACTEHHH JOKATU3YIOTCS B MEPUCTE-
Max — CTPYKTypax, cogepkaunmx numu CK, Ha nepudepun
KOTOPBIX UMeeT MecTo AupdepeHInpoBKa ClIeIHaTN3UPO-
BaHHBIX TUIIOB KJIETOK. B oTimume OT KMBOTHBIX, TOTUIO-
terTHble CK B MepucTemMax CcymecTByOT JIIUTEIBHOE BpEMs,
MOJJIEPXKUBAsi OPraHOTeHEe3 B TEUYCHHE BCEro >KU3HEHHOTO
nukira. Hanbonpimee 3HaYeHWE TSI Pa3BUTUSA PacTECHUN
MMEIOT TIEPBUYHBIE MEPUCTEMBI, KOTOPBIEC 3aKJIa/IbIBAIOTCS
B X07Ie SMOPHOHAIILHOTO Pa3BUTHSI — allMKaJIbHBIE MEpUCTe-
™Mbl (AM) no6Gera (ITAM) u xopus (KAM) u matepanbHbIe
mepuctemsl (JIM) — npokam6uii n nepunuki. Kpome toro,
B T€UYEHHE IOCTIMOPHOHAIBHOTO MEPUOAA Y PACTEHHH MO-
TYT BO3HHKATh BTOPUYHBIE MEPUCTEMBI KaK M3 IEPBUYHBIX
MepHcTeM, Harpumep 3aknaaka KAM OGOKoBBIX KOpHEH H3
KJIETOK NEPHULIMKIIA, KaMOuUs U3 IPOKaMOusl, TaK U U3 CIelH-
aJN3UPOBAHHBIX TKAHEH B pe3yibrare nenudPpepeHIIpOBKY,
HarpuMep, pa3BUTHE MPUIATOYHBIX KOpHEH 13 tuddepeHnn-
POBaHHBIX KJIETOK FMITOKOTHIJISI, JINCTA U T. 1. K BTOpUYHBIM
MeprucTeMaM OTHOCSIT AM BTOPHYHBIX TOOETOB, OOKOBBIX
W NIPHUIATOYHBIX KOpHEH, JIM kamOuii u ¢esutoreH, MHTEpKa-
JSIPHBIE MEPUCTEMBI MEXKI0Y3JTHI, & TAK)KE JIOTIOTHUTEIbHBIE
MEPHUCTEMBI, BO3HUKAIOUINE MIPHU OTPEIEIECHHBIX YCIOBHS:
paHEeBBIC MEPUCTEMBI, MEPHCTEMBI KITyOCHBKOB Y O00O0BBIX,
MEpHUCTEMOIIOI00HBIE CTPYKTYPbI, Pa3BUBAIOIUECS [TPU B3a-
MUMOJICHCTBIM C HEKOTOPBIMH TTATOT€HAMH, U T. II.

B ocHOBe aKTHBHOCTH MEPHCTEM JIeXKaT Ba MPOTHBOIIO-
JIOXKHBIX Tpoliecca — camooOHoBieHne CK B 1ieHTpanbHON
4acTH MepUCTEeMBI 1 auddepeHnnpoBka creuaIn3upoBaH-
HBIX KJIETOK Ha nepudepun. MHTEpecHo, 4TO B MepucTeme
konmuuectBo CK ocTaeTcsi, kak mpaBuiio, HEU3MEHHBIM, YTO
CBHUJIETEIBCTBYET O CYIIECTBOBAHMM MEXaHMW3MOB, obecrie-
YHMBAIOIINX OasaHC uX nposmdepanun 1 A HepeHINPOBKH.
BeposiTHO, 3TH MEXaHU3MBbI MOTYT OBITh KaK CXOIHBIMH, TaK
W pa3IMIHBIMU B Pa3HBIX MEpUCTeMax (CM. Jajee).

Kak yxe ObIJIO OTMEYEHO, B MEpHUCTEMaX PACTCHUH HC-
TOYHUKOM CHI'HAJIOB, IIPEJIOTBpAIlAoInX AupPepeHIupoB-
Ky CK, ciry’kaT He CTOIBKO OKpy’Karomne ux IugepeHIu-
POBaHHBIE TKaHHU, CKOJIBKO HeM(PPEepEHIIMPOBAHHBIE KICTKH
camoii mepuctemsl. K yncity BHeNIHUX (haKTOPOB, peryaupy-
IOIMINX TIOJ/IEPKAHUE MEPUCTEM, OTHOCSTCSA (PUTOTOPMOHBI:
aykcuHsl, nTokuHUHB (LK), rub0epemnnHbl, onpeiesieHHbIe
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npencrasutenu rpynnsl CLE-nentunos. IIpu sToM onHu
ropMmoHbI nofiepkuBaroT CK B Mepucremax, a Apyrue mo-
TMaBIsIOT UX aktuBHOCTH (Galinha et al., 2009). Bonee Toro,
OJIMH U TOT K€ TOPMOH MOYKET OKa3bIBATh IPOTUBOIIOJIOKHOE
JIeicTBHE Ha Pa3HbIE MEPUCTEMBI, HAIIPUMEP, TPOTHUBOIO-
JIO)KHOE eHCTBHE ayKCHHOB M IUTOKMHUHOB HA alIMKAJIbHBIC
MepHUCTEMBI [T00era U KOpHSI.

Criermudrraeckoit ocodeHHOCTRI0O AM sIBIsIeTCS HAIN4He
B LEHTPAJILHON 30HE MEPUCTEMBI TaK Ha3bIBAEMOI'O Opra-
Huzytomero neurpa (OLl), KOTOPBIH CIyKHUT UCTOUHHUKOM
CUTHaJIA, NOAABIAONMET0 AU(GQPEPEeHIINPOBKY CTBOIOBBIX
kieTok. JlatepanbHble MepucTeMBbl (pokamOuii, kamOuii,
MIEPUIIKIT), TO-BUANMOMY, JTUIIEHBI YETKO JIOKAIN30BaHHBIX
OL; cymectBoBanue OL B Apyrux MeprcTeMax 0CTaeTcs BO-
MPOCOM JJUCKYCCHOHHBIM. 10 Mepe neneHus 1ouepHue KICTKH
ynassitorcst ot OLl, oka3bIBasiCh BHE 30HBI IEHCTBHSI CUTHAJIOB,
UM TIPOyLUPYEMBIX, W MPETeprneBaroT Iu(HepeHInpoBKY.
[oreps dynkum OLL, Hanpumep, B pe3ysbraTe MyTalUi 110
KJTIOUEBBIM Te€HaM-PEryJsiTopaM ero akTUBHOCTH, IPHUBOAUT
K yTpare CIIOCOOHOCTH MEPHCTEMBI K CaMOIIOJIEPKAHUIO,
muddepenmuposke Bcex CK u ObICTpOMY HpeKpalieHuIo
AKTUBHOCTH MEPHUCTEMBI.

Opraam3yromuii EHTp MPeACTaBIsIeT cO00H MaeHBKYIO
TPYIITY MEUICHHO JEISIIUXCS KIETOK, MaKCUMAJIbHO TIPH-
6mkaromuxcs o csoiictBam k CK xuBOTHBIX. B uncie atux
cBoiicTB pacnionokerne Ol (coxpaHeHrne UX B HEM3MEHHOU
MO3UIIMM BCE BPEMs CYIIECTBOBAHMS ), MEIUICHHOE JICJICHNUE,
OTCYTCTBHE TPU3HAKOB AU(PPEepeHIUPOBKH (HAKOIIJICHHS
BTOPUYHBIX METa0OJIUTOB, 3KCIIPECCUN MApKEPHBIX T'€HOB
T hepeHInpPOBKH, XapaKTEPHBIX IS OKPYKAFOIUX KJICTOK
MEpPHUCTEMBI), CIIOCOOHOCTh K aCUMMETPHUYHOMY JEJICHHIO
(omHa u3 qoUepHUX KieTok ocraercs B OLL, BTopas BBIXOAUT
3a ero Mpe/esbl ¥ IPUCTYIIAET K aKTUBHOMY jeneHuo) (Va-
HOB, 2003, 2007).

B cBsi3M ¢ 3TUM BO3HHMKAET TEPMUHOIOTMUECKUI BOIPOC:
KaKHe MMEHHO KJIETKH PACTCHUH ClIe/lyeT Ha3bIBaTh CTBOJIO-
BbIMH? Kak npaBuiio, B aHIIIOA3BIYHOM JINTEpaType MpHU OIH-
CaHUU CTPYKTYypbl AM paccMaTpuBaroT Ba CAMOCTOATEIIbHBIX
nousatust: Ol u myn CK, nmpuneratomuii K Hemy, T. €. TEPMUH
«CTBOJIOBBIE KJIETKU» (stem cells) MpUMEHSIOT B OCHOBHOM
K HaXOAAIINMCSI B MEPHCTEME aKTHBHO JIENAIIAMCS TTOTOM-
kam kietok OLI. B To e Bpemst ropaszno Gosee KOppeKTHa
no3unusi, npu koropo kiuetku OLl BBIACHSIOT B 0COOYIO
kateroputo CK, coxpaHSIOMUX «CTBOJIOBOM» cTaryc B Ooiee
TMIOJTHOM, YeM Y APYTHUX KIEeTOK, Buze. ITo cyTu, ecim paccma-
TPHUBATh UX C TOUKH 3peHust cxoacTBa CK Bcex MHOTOKIETOU-
HBIX OPTraHW3MOB, TO UMEHHO kieTkn OL] cnenyer Ha3bIBaTH
CTBOJIOBBIMH B CAMOM CTPOTOM 3HA4€HUH 3TOTO TEPMHUHA,
Y BCE€ KJIETKU KOPHSI U CTEOJIs, TaK MJIM MHA4e, SIBIISIFOTCS UX
notomkamu. st kierok OLL naske ObUT IPEIOKEH TEPMUH
«anuKaJbHBIC CTBOJIOBBIC KIETKM» (apical stem cells), mpu-
cyrcrBytomue Toibko B AM (MBanos, 2003, 2007), niu «op-
raam3yromue KreTkmy (organizing cells) (Heidstra, Sabatini,
2014). B To e Bpems notomku Kietok OL], cocraBisiomue
OCHOBHYIO YaCTh MEPHCTEMBI, BEPOATHO, MOXKHO CUHTATh
AHAJIOI'OM TPAH3UTOPHBIX KJIETOK )KUBOTHBIX.

Hecwmotpst Ha upesBbrvaiinyto 3HadanMocts OLl B Mopdo-
reHe3e PacTeHHH, UX pa3Mephl OYeHb HEBETHKHU: Tak, OL]
KAM, Ha3bIBaeMBbIii TAKKE OKOALMMCS LIEHTPOM, BKJIFOYAET
B ce0s He Oosee 1 % KIeTok MepucTeMsl, KoTopble, kak 1 CK

leHeTuKa pa3BuTnA
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JKUBOTHBIX, JIEJSITCA C TOpa3io MEHbIICH CKOPOCThIO, YeM
OKpYXaIOINe UX KIETKH MEpHUCTeMbl. BMecTe ¢ Tem, Kak
1y )KUBOTHBIX, TpaHb Mex Ty CK 11 TpaH3UTOPHBIMY KJIETKAMH
HE OYeHb YeTKasl, U yHUKaJIbHbIe cBOicTBa KiteTok Ol 3aBucsT
HE CTOJIBKO OT X (DYHKIIHOHAJIBHBIX 0COOEHHOCTEN, CKOIIBKO
OT MX PACIIONIOKEHHS] 1 MeKKIICTOUHBIX B3anMojieicTBHi. Tax,
npu pazpyumennd OL] KAM nnn gexanutanuy KOpHS BO3MOXK-
HO BoccraHoBineHne OL] n3 okpykaromux KIeTOK MepucTe-
MBI, YK€ TIEpPEHICIINX K aKTHBHBIM JICTICHUSIM, FIIH JaXKe U3
KJIETOK, HeZIaBHO NOKMHYBIIUX Mepuctemy (Feldman, 1976;
WBanos, 2003). bonee Toro, mpu onpeaeneHHbIX YCIOBHIX:
Julsl 00eCTICUeHNS IPOLIECCOB PEreHepaliy, COMaTHYECKOTO
smOpuorenesa (C3), BereTaTuBHOIO pa3sMHOKEHHS — y pac-
TEHUH MOTYT 3aKJaJbIBaThCs HOBBIe AM, comepskammue OLL,
HE TOJIBKO U3 CYIIECTBYIOIIMX MEPUCTEM, HO U U3 In(hepeH-
LIMPOBAHHBIX TKaHel pa3Hbix opranoB (Ikeuchi et al., 2013;
Jiang et al., 2015).

CornacHO UMEIOMNMCS JaHHBIM, MOJICP)KaHUE CBOMCTB
OL] rpynmoii KJI€TOK 0OYCJIOBICHO 3KCIIPECCHUECH orpeje-
JICHHBIX TeHOB cemeiicTBa WOX, KoTopbIie KOMUPYIOT TOMEO-
nomenconepxkamue TO. Tak, B IIAM sTu nporeccsl pery-
mupyer T® WUS (Mayer et al., 1998), 8 KAM — TO WOXS
(Sarkar et al., 2007). Dxcnpeccust 3TUX T€HOB HAYMHAETCS
nipu 3aknanke [IAM u KAM B amOpuorenese u CTporo mnpu-
ypouena k OL] B nocramOpuonansHoM pa3putuu (Haecker
et al., 2004). Bo3uuknoBenune Ol de novo m3 mMOTOMKOB
muddepeHINpoBaHHBIX KIETOK, HanpumMep, mpu CD, Takxke
CBsI3aHO C BO30OHOBJICHHUEM JKcIpeccuu reHoB WUS u WOX5
B ONpEICICHHBIX TPYIIax KIETOK, Jaloniux Hadamo [TAM
n KAM comarnueckux smopronos (Su et al., 2015). Crneyer
OTMETUTH, uT0, ToMuMo KAM, T® WOXS perynupyer Takxe
MOAIZIEp’)KaHNE PA3HBIX TUIIOB MEPUCTEM, Pa3BUBAIOIIUXCS U3
MEPUINKIIA U SBISIONIMXCS MOAU(DUIIMPOBAaHHBIMYI BapHaH-
TaM# OOKOBOT'O KOPHSI (MEpHCTEMbI KJyOSHBKOB, HEKOTOPBIE
TUTBI OITyX0JeH U kaynryca) (Sugimoto et al., 2010; Burorpa-
moBa u 1ip., 2015; Lebedeva et al., 2015). Eme ogua T 31oii
rpynibsl — WOX4 — perynupyer passurue JIM npokamOust
n xam6ms (Jietal., 2010). B koHTpoOIe aKTHBHOCTH MEPUCTEM
MEPBOCTENEHHOE 3HaUeHUE nMeeT B3aumozeiicteue TO WOX
¢ cucremamu tuna CLAVATA, koTOpbIe BKJIFOYAIOT B ceOs
KOPOTKHE CUTHAJIbHBIE METITH/IbI, OTHOCSIIHECS K CEMEHCTBY
nentuHbIX putoropmonos CLE, u ux penenTopsl — KHHA3BI
cemeiictBa LRR-RLK (Leucin-Rich Repeats Receptor-Like
Kinase). CpaBHUTETFHO HETaBHO OBLIO TIOKA3aHO, YTO B pe-
rymsinun oanepxkanust CK B MeprcTeMax y4acTByeT elle
onna rpynmna T® — HAM (Hairy Meristem), oTHOCsiuecst
k cemelictBy GRAS. Tpanckpumnmmonnsie pakropsr HAM
cs3pBatoTcst ¢ TO WOX, Oynyun mx kodakropamu. Kax
u B cimyyae WOX, u1s Kax 1011 13 MEpUCTEM XapaKTepeH CBOM
y3kocrieruuaasii TO rpynmst HAM: B [TAM sto HAMI,
B3aumoneictyromuii c WUS, B KAM — HAM?2, crienuudasO
cesi3piBarouiicss ¢ WOXS, B kamoun — HAM4, B3aumoeii-
ctytormit ¢ WOX4 (Zhou et al., 2015).

Bcero y apadbunoncuca ormeueno 15 T® WOX, kotopsie
MOXXHO pa3ieinTh Ha TPU KIAAbL: JpeBHIo0, nian WOX13-
kimany (6emxkn WOX10, 13 u 14), mpencraBurenn KOTOPOH
MMEIOTCSI y BCEX PACTCHUH HaYMHask C 3€JIEHBIX BOIOPOCIIEH,
npoMexxytounyto, mian WOX9-knany (WOXS, 9, 11 u 12),
KOTOpasi B BOJIFOIIMH PACTEHUI BIIEPBBIC BO3HHKIIA Y IUIAYHOB,
n coppemennyto, i WUS-knany (T® WUS nu WOX1-7) —
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0COOEHHOCTB UCKITIOUUTENIEHO CEMEHHBIX pacTeHuil (van der
Graafetal., 2009). Han6onee n3yuens: T® WOX coBpemeH-
HOH KJIa/I1bl, IPE/ICTABUTEIH KOTOPOW UTPAIOT LEHTPAIBHYIO
poib B KOHTpoJie akTUBHOCTH MepucteM (WUS, WOX4,
WOXS5) (Mayer et al., 1998; Sarkar et al., 2007; Ji et al.,
2010), pannaux starnos smoOprorenesa (WOX2) (Breuninger
et al., 2008), pazsuruu aucra (WOXI1, 3) u opraHoB 1BeTKa
(WOX6) (Lin et al., 2013). TpauckpumiuoHHbse HaKkTOPHI
npomexkyTouHoi knaael WOX8 u WOX9 sBnsrorces pery-
JSITOpaMu TIEpBUYHOM pa3meTku 3apoabima (Breuninger et
al., 2008; Ueda et al., 2011), ¢pyHKIHS OONBITHHCTBA OEITKOB
npeBHell kiagpl WOX Heu3BecTHa, JUIsl HEKOTOPhIX U3 HUX
nokaszana QyHKuus B KoHTpose aktuBHoctu JIM (WOX14)
(Etchells et al., 2012). Tpauackpunmmonssie pakropsr WOX,
T0 KpaifHe# Mepe OTHOCSIIMECS K COBPEMEHHOH BETBH, MOTYT
BBINOJHATH PYHKIUH KaK TPAHCKPUIILIMOHHBIX aKTHBATOPOB,
Tak u perpeccopos (Leibfried et al., 2005; Yadav et al., 2011),
J1s1 aToro y T® WOX uMeroTcsi COOTBETCTBYIOIINE JOMEHBI
¢ pasubiMu pyHknusmu: WUS-00KC, KOTOPBIH CIIOCOOCH
B3aMMOJIEHCTBOBATh C KOPENpeccopaMy TPAHCKPHUIIIIUN
rpyrmsl TOPLESS (Zhang et al., 2014), EAR-nomeH, Takke
paboTaromuii Kak TPaHCKPHUITLMOHHBII perpeccop, 1 KUCIIbINA
JIOMEH, KOTOPBIHA IPEAMTOI0KATEIEHO HY)KEH JUIS aKTHBAIHH
tpanckpunuuu (Dolzblasz et al., 2016). WUS-00xkc, a Taxxe
EAR w/wiu KUCBIH TOMEH MPUCYTCTBYIOT Y BCEX MPEJ-
craButeneil coBpemerHoil Betsu T® WOX. HenaBHo Ob110
nokasano, yto ais nopaepxanus OLl ITAM nocpeacrsom
Td WUS HeoOxonum (GyHKUHOHAIBHO akTHBHBIH WUS-
Ookc, Torna kak apyrue nomensl 6exka WUS st sToro
He BaxHbl (Dolzblasz et al., 2016). MonudunupoBaHHBIN
WUS-60Kc ecThb Takke y MpecTaBUTeNei IPOMEKyTOUHOI
BeTBU T® WOX, Torma kak y OeJIKOB IpeBHEH Kbl OH OT-
CYTCTBYET; BEPOSITHO, B CBS3U C 3TUM Td mpomMexyTouHOH
W JIpeBHEH KIaJl, MOCTaBJIeHHbIE MO/ poMoTop reHa WUS,
HE MOTYT KOMITEHCHPOBATh AC(PEKTHl Pa3BUTHA Y MyTaHTa
wus. BMecTe ¢ TeM KOMIUIEMEHTHPOBAaTh MYTALUIO Wus He
MOXET TaKXe OJUH U3 OEJIKOB, OTHOCAIIMXCA K COBPEMEH-
Hoii BeTBH T® WOX, — WOX4, KOTOpBII perynmupyer pas-
ButHe kamOust (Dolzblasz et al., 2016). BosamoxHO, ¢ Takum
¢dynkponanpHeiM oTiinareM WOX4 ot apyrux TO WOX
COBpPEMEHHOH BETBH CBS3aHA «HECTAHAAPTHASD) OPTaHU3AIINS
WOX-CLAVATA -3aBHCHMOH PETyJISIIAA aKTUBHOCTH KaMOUst
(cM. 00 3TOM nasee).

TTomumo WOX reHoB, BaXHOE 3HAUYEHUE I 3aKJIagKH
n nojyiep>kanust OLl nmeroT sKecnpeccus LEeoro psijia IPyrux
«MepHUCTeM-Crenn(PUIHBIX» T€HOB, Komupyromux Td pas-
HBIX Tpyni. B manHOM 0030pe MBI pacCMOTPHM MEXaHU3MBI
3akaaku 1 nopaepxkanusi CK B pasHbIX THIAX MEPUCTEM,
yAeIMB 0c000€ BHUMaHHE BTOPUYHBIM MEPUCTEMaM, KOTO-
pBIE B HACTOSAIIEE BpEeMsI MEHEE M3yUeHBI, YeM alliKaIbHBIC
MEpHUCTEMBI ITo0era U KOPHS.

AnunkanbHble mMepucrtembl nobera v KOpPHA:
pa3Hble MepucTeMbl Ha eAMHOM pyHaMeHTe
AnuKalibHble MEpUCTEMBI Mo0era 1 KOpHSI 00eCIeunBatoT
POCT OCEBBIX OPTaHOB — ITo0eTa ¥ IFIABHOTO KOPHSA — 1 (hopMHu-
poBaHKE Ha/I3eMHOI U IToA3eMHON YacTH pactenust. [To cBo-
eit opranusanuu [TAM n KAM xapakrtepusyrorcs psaoM
CXOZIHBIX Y€pT, B OCOOEHHOCTHU IO NMPHUHIUIIAM PETYIISINH.
AnukanpHas MepucTeMa 1modera BKIIOYAaeT B ceOsl KOpIyc
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U TYHHKY, KOTOpasi COCTOUT M3 Tpex cioeB kierok: L1, L2
u L3. B ITAM MOXHO BBIIENHTH JIBE 30HBI: IICHTPAIBHYIO,
KoTOpas BKIrodaeT B cebst OL] n HebobIIoe KoM4IecTBo Jie-
JKaIMX Haj HUM Hentr(depeHIIMpOBaHHbBIX KIIETOK TPEX CIIOEB
TYHUKH, ¥ TIepUPEepUIecKyro, KOTOpasi COCTOUT U3 OBICTPO
JISTSIIIUXCS KIIETOK, JAIONIMX HA4alo Pa3HbIM THIIAM TKaHEH.
Ha nepudepuu [TAM dopMupyrotes 3a4aTku jJaTepaibHbIX
OPTaHOB — JINCTHEB WJIH I[BETKOB, B 3aBUCUMOCTHU OT CTaJNHN
pasButus. B [TAM nauGonee sipko BupHa OoJiee BBHICOKAs
noreHTHOCTh CK pacrenuii B cpaBHeHnu ¢ CK *KMBOTHBIX:
y xuBoTHBIX CK B MOCTIMOpHOHATEHOM MTEPHOJE TAIOT Ha-
4ayio OIpe/ICIICHHOMY THITy TKaHEH, TOr1a Kak Ha nepudepnu
I[TAM CK 00pa3ytoT HOBbIE OpraHbl (JINCThSI U IIBETKH), CO-
CTOSIIIME U3 PA3HBIX THIIOB TKaHEH.

B otname ot [TAM, cynpba kiierok KAM Gonee nerepmu-
HUpOBaHA. ANUKalIbHAsi MEPUCTEMA KOPHS BKIIIOYAET B ceOst
opraHm3yomui, win noxosmuiics neatp (I1L) — ouens
HEOONBIIYIO TPYINIY MEIJICHHO IESIINXCS CTBOJOBBIX
kietok (y apabumorcuca I11] cocrout Bcero u3 yeThipex
KJIETOK) — 1 KJIETKH MPOKCUMAaIbHOW MEPUCTEMBI — HHUIIHA-
JIM, KOTOPBIE JIETISTCS ¢ OONbINeH ckopocThio. B pesynbrare
MOCJICIOBATEIbHBIX JICIICHUI KJICTOK-UHUIIHAJICH o0Opa3y-
I0TCSl JINHEHHBIE PSAAbI KJIETOK, JAIOLINE HAYal0 OCHOBHBIM
TKaHSM KOPHS: STIHAEPME, TPOBOASIINM TKAHSIM, IEPBUYHON
Kope, HJI0JIEpMe, a TaKkke komymesuie. B otinuuune ot [TAM,
WHUIMALUS JaTePalIbHBIX OPTaHOB KOPHS — OOKOBBIX KOPHEH —
y OOJNBIIMHCTBA BU/IOB PACTEHHI IPOUCXOIUT BHE alIMKaJb-
HOW MepHCTEeMBbI, B BbIlIeexaued auddepeHInpoBaHHO
30HE U BKIIOYAET B ce0s PEMHHUIIMALNIO JIEICHUS KJIETOK
nepunukia (Dubrovsky et al., 2000).

Pasmepsr OL] [TAM u KAM, a Takxke pa3Mepbl ITUX Me-
pHCTEM B LIEJIOM M KOJIMYECTBO KJIETOK B HUX OCTAIOTCS, KaK
MIPABUJIO0, MOCTOSHHBIMU. CyIIEeCTBYIOT MEXaHU3MBI, MOJI-
JiepkuBaroIye coctaB AM B HEeM3MEHHOM Bujie. Bo-niepBhIX,
3TO MEXaHN3MBI, CBSI3aHHBIE C KOHTPOJIEM KJIETOYHOTO IUKIIA.
Tax, u3BecTHO, 4TO B AM mnoaaepkuBaeTcs OnpeieIeHHbIN
ypoBeHnb skcnpeccun reHa RETINOBLASTOMA RELATED
(RBR); 8 KAM 6enox RBR B3ammopetictyer ¢ T® SCR
(SCARECROW), otBeuarommm 3a cuenudukanuio [11]
(Cruz-Ramirez et al., 2013). Ha npumepe I11] KAM noxkazano,
uTo B pernpeccun fenenns CK Takxke yqacTByeT yOMKBUTHH-
mra3selii komruieke APC/C (anaphase-promoting complex),
KOTOPBIN PEryJIMpyeT Aerpaiannio NukinHoB (Vanstraelen et
al., 2009). [Ipyryro Tpymiry peryisTopoB pa3Mepa U CTPYK-
Typsl MepucTeM npeacTaBisor cucteMbsl CLAVATA, peus
0 KOTOPBIX IIOMZET Aajiee.

Kaxk 65110 oT™Medeno Berme, mopaepxanue Ol [TAM
n KAM omnpenensercss skcnpeccueil B UX KIETKaX IEHOB,
xoaupytonmx T® cemetictea WOX — B IIAM st0 ren WUS
(WUSCHEL), 8 KAM — ero mapanor WOX5. B cBsi3u ¢ 3TUM
npeanonaraot, uto ¢ynknus TP WUS n WOXS cszana
¢ npenotBpaiieHueM auddepeniuporku kinerok OL] u co-
cenaux CK. I'enst WUS u WOX5 akTHBHPYIOTCS B 3apOJIbI-
mre Ha cragun 16 kinerok (Haecker et al., 2004) u ¢ camoro
HayaJla UMEIOT 3epKAJIbHBIA XapaKTep 3KCIPECCHU: IKC-
npeccuss WUS — Mapkep anmMKadbHOTO JOMEHA 3apOJbIIia,
TorAa Kak sKcrpeccus WOXS — mapkep 6a3aibHOTO TIOMEHA.
B nocTamMOproHaIbHOM pPa3BUTUU PACTEHUH HKCHPECCHS
reHoB WUS u WOX5 orpanmuuBaercs B OL[ [TAM (WUS)
n KAM (WOXS5) (Haecker et al., 2004). OnbITbl 110 B3auM-
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HOMY 3aMelleHnio reHoB WUS u WOX)5, xoraa 3KCIpeccuio
rera WUS WHAYIIPOBAIN B KOPHE MyTaHTOB WoxJ U Ha000-
POT, MOKa3aJIH, YTO 3TH I'eHbl UIMCIOT WACHTHYHBIC (YHKIINU
B KoHTpoJje mynoB CK [TAM u KAM u moryT 3aMeriars apyr
Jpyra, BOCCTaHABINBAsl HOPMAJIbHBIH (DEHOTHIT y MyTaHTOB
(Sarkar et al., 2007).

Okcnpeccust WOX5 u WUS orpannyena B npenenax OIL]
6maromaps nevicteuto cucteM CLAVATA. B [TAM ¢ynKknunio
orpanuuuTenei sxcnpeccun WUS BBINOMHSIOT peLieNTOPHBIE
nporennknHasbl cemeiictBa LRR RLK (Leucin Reach Repeats
containing Receptor-Like Kinases) CLAVATA1 u CLAVATA2/
CORYNE u ux murang — CLE-nentun CLAVATA3 (CLV3)
(Schoofetal., 2000); B KAM ato penientopHast KuHa3a 13 TOro
ke cemeiictBa ACR4 u ee nmurana — nenrrun CLE40 (Stahl
et al., 2009). Ces3piBas nurann (CLE-nentnn), penentops
CLV1 u CLV2/CRN B I[IAM u ACR4 B KAM 3amyckator
CUTHAJIBHBIH Ty Th, IPUBOSIINN K PENPECCHH TPAHCKPUIILIUAH
reHoB WUS u WOX5 coorBeTcTBeHHO. K unCITy BBISBIEHHBIX
KOMIIOHEHTOB 3TOTO CHUTHAJBHOTO MYTH OTHOCSTCS Majas
I'T®aza ROP (Trotochaud et al., 1999), MAP-kuHa3HbIH
kackaj (Betsuyaku et al., 2011), a Taxoke nporennadocdarasbl
cemeiictea 2C POLTERGEIST (POL) u POLTERGEIST-
LIKE1 (PLL1) (Gagne, Clark, 2010). CtpykTypa u pa3mMepsl
AM Bo MHOTOM 00yCIIOBIIEHBI B3auMHOH perynsnuein TP
WOX u kommonenToB cucteM CLAVATA, a Takske 00macTsaMu
SKCIPECCHH KOAMPYOMMX uX reHoB. I'enst CLV3 B mobere
u CLE40 B KOpHE dKCIPECCUPYIOTCS HEMOCPEICTBEHHO HAJ
u o kietkamu OI1 cootBeTcTBeHH0: CLV3 —B cnosix L1-L3
nenTpansHON 30HE [IAM (Kondo et al., 2006), CLE40 —
B MHUIMaIX komymesutsl (Hobe et al., 2003). Orryna CLE-
MENTH/IBI MOTYT MEPEMELIAThCs B JIeXKaIIne OIrKe K HEHTPY
CJIOM KJIETOK, IMOJABIsAsA B HUX dKcmpeccuto WUS u WOXS.
30HBI DKCHOPECCUU T€HOB, Koxupyromux penentopsl CLV1
n ACR4, yacTHYHO MEpeKphIBasICh C 30HAMH KCIPECCUU
CLE40 w WOX (Lenhard, Laux, 2003; Stahl et al., 2009),
o0pa3yloT Oapbep Ha MyTH MEPEMEIAIONINXCS MENTH/IOB
CLV3 u CLE40: 66nbmas yacts CLE-nenTuoB cBsi3bIBacTCs
penentopamu, He goxons n0 OLI, — Takum obpa3om, coxpa-
Hsiercst ceobomnas or CLE-nenTuaoB obnacTh SKCIpeccuu
reHoB WOX. B cBoto ouepens T® WUS HenmocpeacTBeHHO
aKTUBHPYIOT dKcrpeccuro reHa CLV3, o0pa3ys HEraTHUBHYIO
00paTHyIO CBS3b B PETYISIIMN OPraHU3yIoIero nenTpa. s
storo 6emok WUS mepemeniactcst B BBINICICKAIIAE CIIOU
kieTok TyHukd (Yadav et al., 2011); mepememienus Oemka
WOXS nokazansl He OBLTH, HO, BEPOSTHO, OH TaK)KE MOXKET
3TO NMPOAETBIBATE.

[Homumo rena CLV 3, x npssmbiM MutieHssM T WUS oTHO-
cutes red, konupyrouuii penentop CLV1, — WUS nerarusHo
perynupyet ero 3kcrpeccuto (Busch et al., 2010), a Taxxe
TEHBI, YIAaCTBYIOILIME B PErYSIINH IIEPEAAUN CUTHAA [IUTO-
KMHUHOB U aykcuHOB. Tak, T® WUS nHanpsmyro noxasnser
sKcTpeccuio reHoB ARRS u ARR 7 — pempeccopoB OoTBeTa
Ha riurokunuH (Leibfried et al., 2005). Mumenn T® WOXS5
B HACTOSIIIIMI MOMEHT HEH3BECTHBI.

[ToMrMO KOHCEPBATHBHBIX MEXaHU3MOB peryasanuu AM,
ycTpoeHHBIX 1o cxogHomy npuHuny (WOX-CLAVATA +
HAM)), cymiecTByIOT TakXe peryIssTOpHbIE MEXaHU3MBI, CIIe-
UpHUYHBIC )11 KaXKI0U n3 AM, OHM OTBEYAIOT 32 3aKJIAIKy
AM u cnenn¢ukarmro nx OLL. B [TAM sto T® KNOX kiac-
ca [ (KNOX I), mpencraBuTey KOTOPBIX BaXKHBI JUTS 3aKIIaIKH

leHeTuKa pa3BuTnA
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[TAM B smOpuorenese (STM), nponudeparun kierok [TAM
(STM, KNAT 1, KNAT2, KNAT6), popMupoBaHus TUCTOBBIX
npumopaneB (KNAT1) u rpanuisl MexIy MpUMOPANSIMHI
u ITAM (KNAT6), pa3BuTiu COIBETHS U OPraHOB I[BETKa
(KNAT1, KNAT2) (Chuck et al., 1996; Long et al., 1996;
Pautot et al., 2001; Belles-Boix et al., 2006). B perymsiuuu
pa3BuTHs KAM BakHYI0 pOJIb UTPAIOT B3aUMOJICHCTBYIOIINE
Td SCR u SHR (SHORTROOT) u3 cemeiictea GRAS, He-
obxomumere mist cnenudukanmu Ol KAM u npaBuibHOTO
(hopmupoBaHus paualibHON CTPYKTYpbI KopHs (Cruz-Ramirez
et al., 2013), a raxoke T® PLT (PLETHORA) u3 cemeticTBa
AP2, co3naroiye MakcCUMyM KOHLEHTpauuu aykcuHa B KAM
(Blilou et al., 2005), 4to Takxe TpedyeTcs s creiudukamm
OL] anmmKanbHOM MEPUCTEMBI KOPHSL.

Urak, [IAM u KAM 001a1ar0T psiIoM CXOIHBIX YepT,
IJIaBHAs U3 KOTOPBIX HAJIM4YUe OpraHusytoero nesrpa. [loa-
nepxanne OLl n nx pazmep perymupyercs cuctemamMu WOX-
CLAVATA, xortopsie B [TAM u KAM rakxke opraHu30BaHbl
AQHAJIOTUYHO U 3aBUCST OT AKTUBHOCTH FeHOB-11apanoroB WUS
u WOX5 (Sarkar et al., 2007). I3BecTHO, 9TO y TOIOCEMEHHBIX
WUS n WOX5 npencrasiens! mpooprosiorom WUS/WOXS5,
koTopslit skcnpeccupyerca B IIAM nu KAM u HeoOxoaum
JUISL pa3BUTHUS KaK KOPHS, TaK M 1Mo0era, a TaKKe 3aKIaJKu
UX JIaTepajJbHBIX OPraHOB. B ombITax Mo cBEpX3KCIpeccuu
npooprosiora WUS/WOXS5 y NOKpbITOCEMEHHBIX, HAIPUMED
y rerna GgWUS/WOX5 u3 Gnetum gnemon 'y apabuoIICuca,
MOKa3aHO pa3BUTHE c[v-1I00OHOTO (heHOTHIA C yBEIHue-
HueM pasmepa I[TAM u xonmuecTBa JlaTepajbHBIX OpPraHOB
mo6era, 4To TMO3BOJISIET MPEIOI0KNTD CXOACTBO (yHKINI
WUS/WOXS5 n WUS (Nardmann et al., 2009). OxoH4aTensHO
WUS u WOXS5 pa3nenuiauch TOIbKO Y HOKPBITOCEMEHHBIX,
BEPOSITHO, B pe3ybTaTe Ayruukammy reaa WUS/ WOX5 y ux
npenkoB (Nardmann, Werr, 2013).

Mpokamb6ui n Kamoéwuia:

Halle fieno — CTpouTb Teno

[TpoxamOuii 1 kamMOUii, Ha3bIBAEMbIE TAKIKE COCYAHCTHIMH
MepHCTeMaMH WM MEPUCTEMaMU MPOBOJASAIIEH CHCTEMBI
(vascular meristems), OTHOCSTCS K JIaTepajbHBIM MEpHUCTe-
MaM. B 3penbIx oceBbIX opraHax — cTe0six 1 kopHax — JIM
PAacroararoTCs LMIHHAPUIECKUMHE CIIOSIMU 1 Ha OTIEPEUHBIX
cpesax uMeroT BHJ koiel. [Tomumo mpoxamOus u kamous,
B JIM BXOIAT NEPHUIIMKII U TPOOKOBBIN KaMOuil ((pesiorex).
OcHoBHast (QYHKIHS COCYAMCTBIX MEPUCTEM — ITOCTPOCHHE
nposoymei cucremsl (I1C), koTopast obecrieunBaeT TpaHc-
IOPT BOJbI U MUHEPAJTIOB U3 KOPHSA K BBIIICIICKAIIIUM YaCTAM
pacTeHH 1 OPraHNIEeCKUX COSANHEHHI B 00paTHOM Harpas-
nenun. Kpome Toro, cCocyiicTbie MEPUCTEMBI 00ECIICUHBAIOT
dhopMupoBaHe OOJBIIOrO YKCIa MPOBOASIINX JIEMEHTOB
U MTAPEHXUMBI, YTO COCTABIISIET OCHOBY POCTA OCEBBIX OPTaHOB
pacTteHuii B ToNmuHy (BropuuHoro yromuienus) (lomyesa
u nip., 2014).

[Ipoxam6bwuii 3aKiTafpIBaeTCs B SMOPHUOTEHE3e Ha CTaIHH
cep/edKa M AaeT Hayajo MEePBUYHOM ()109MeE, a HECKOIBKO
noke — nepBuuHoi kewieme (Scheres et al., 1994). B mo-
CTOMOPHOHANBHOM Pa3BUTHUH W3 HETO 00pa3yroTcsl TKaHU
MIPOBOJAIINX My4KoB cTeOusi. KamOwmii, kak Broprunas JIM,
3aKJ1a/1bIBACTCS M3 POKAMOUSI M TIEPULIMKIIA; OH 00eCrieyrBaeT
00pa3zoBaHe BTOPUYHBIX TPOBOISIINX 3JIEMEHTOB U TAaKUM
00pa3oM UrpaeT OCHOBHYIO POJIb B MHTCHCHBHOM BTOPUYHOM
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YTOJIICHUN [IPU PA3BUTHH CTEOJICH NPEBECHBIX PACTCHUIA,
a Takxe MpH (POPMUPOBAHUN 3AITACAIOIINX KOPHEH.

LenTpanbHast 4acTh KaMOHsI COEPIKUT CITON MITM HECKOIBKO
cioeB HeauddepeHIIUPOBAHHBIX CTBOJIOBBIX KJICTOK. AHAJIN3
TPAHCKPUIIIIHOHHOTO MPO(UIST KICTOK KaMOUs y TOMOIS
MIO3BOJIMJI YCTaHOBHTH, YTO Ha Tepudepun KaMOuil conep-
JKUT MaT€PUHCKUE KJIETKU (JIOIMBI C HAPY)KHOW CTOPOHBI
U MaTepUHCKHE KJIETKN KCHJIEMbI C BHYTPEHHEH, KOTOPBIE
MPETEpPIeBaAIOT ACUMMETPUYHBIC JIEJICHUS B AaHTUKJINHAIBHOM
HaripasieHuu (Schrader et al., 2004). Ha nepudepun kamoOust
MTOTOMKH 3THX KJIETOK (D HEePEeHIIUPYIOTCS B JIBYX HaIIpaBIIe-
HUSIX: K IIEHTPY OTKJIQ/IIBACT KJICTKH BTOPHYHOMN KCHUIIEMBI,
a K iepuQepur — BTOPHYHON (PIIOIMBI.

B 3axmagke 3a4aTKOB MPOBOJSAINIEH CHCTEMBI B SMOpHOTe-
He3e PacTeHUI EeHTPAIBbHYIO POJIb UTPAET B3aUMO/ICHCTBHUE
LK u aykcunos. [Ipu stom 11K HeoOX0auMBbI JiIsl 3aKIaIKH
MpoKaMOus U (IIOAMBI, TOTAA KaK ayKCHHBI HEOOXOAMMBI
Just mupepeHInPOBKY KCHIIEMBI, a Tak)Ke, BEPOSITHO,
BIIMSIIOT Ha NMPOCTPAaHCTBEHHYIO OPTaHU3ALMI0 MTPOKaMOUsI
(Bishopp et al., 2011a, b). B manpHeiimem acuMMeTpHIHOE
JIeJIeHHE KJIETOK KaMOusi obecriedeHo, IIaBHBIM 00pa3om,
CLE-nentunamu rpynmsl B (y apabunoncuca — CLE41/44
n CLE42) n ux perieniropom TDR/PXY (TDIF RECEPTOR/
PHLOEM INTERCALATED WITH XYLEM) (Hirakawa et
al., 2008).

Pacrnionokenue pa3HbIX TUIIOB TKAHEH B CTEJIE KOPHS OIpe-
JIeTISIIOT IUTOKMHUHBI 1 aykeunsl (Bishopp et al., 2011a). Tor
(haxr, uTO K HanbdoJIee CePHE3HBIM ITOCIIEICTBUSIM IIPHUBOAUT HE
MOBBIIIEHNE KOHLICHTPAIINN (PUTOTOPMOHOB, @ HAPYIICHNE UX
peLennuny 1 IIepeiadn CUTHaja, CBUICTEIbCTBYET O TOM, UTO
JUIsl Pa3BUTHSI IPOBOASIIEH CUCTEMbI BaYKHO BOSHUKHOBEHHE
HE CTOJIbKO MAKCUMYMOB KOHIIEHTPAIINH TOPMOHOB, CKOJIBKO
30H YyBCTBUTEJIFHOCTH K HUM. Tak, B KOpHE MPOPOCTKA apa-
Oujoncruca IUTOKMHUHBI COCPEAOTOYEHBI BO (pi1oaMe U 1po-
KaMOWH, Yy MyTaHTOB TI0 PELENINy 1 nepenade curHana LK
COKpAIIAeTCs] KOJIMYECTBO KJIETOK MPOBOASIICH CHCTEMBI,
a ocraBiuuecst TUpQPepeHINPYOTCs MO MyTH NPOTOKCHUIIE-
Mbl. Hampumep, k Takomy 3¢ GeKTy TpUBOIUT MyTanus wol
(wooden leg), 3aTparnBaromas OIHH U3 MUTOKAHUHOBBIX
penentopoB — AHK4/ WOL (Méhonen et al., 2000). Mak-
CUMallbHas MHTEHCHBHOCTH oTBeTa Ha LK, ompenenennas
1o akTuBHOCTH pomotopa [{K-perynupyemoro rena ARRS,
B CTeJIe KOpPHS Yy NMPOPOCTKa apabuorcuca cocpeioToueHa
B KJIETKaX ITPOKaMOMs1, IPUJIETAIOIINX K TSKY TIEPBUYHON KCH-
nemsl (Bishopp et al., 2011a). Mumensto aeiictus LIK B aToit
obnactu ciyxar PIN Genku, onpezaessioniye HanpaBieHne
MOJISIPHOTO TPaHCTIOpTa ayKCHHOB, — PIN3 (B KieTkax mepu-
IIUKJIA, IPUJIETalomuX K npotokcuieme) u PIN7 (B mpokam-
ouu u dosme) (Bishopp et al., 2011b). [Ipeamnonaratort, 4To
Takoe pacronoxeHne PIN 6e1KxoB MOJKET HanpaBIIATh ayKCHH
B IIEHTPAJIBHBIN TSDK KCHIIEMBL. TaM ayKCHH HHAYIHPYET 3KC-
MpecCcuio Oeka-penpeccopa MUTOKUHUHOBOTO oTBeTa AHP6
(ARABIDOPSIS HISTIDINE PHOSPHOTRANSFER PRO-
TEIN 6), uckiiodast OTBET Ha [IUTOKUHUHBI M3 30HBI KCHIIC-
™Mbl (Mdhonen et al., 2006). JIpyrast rpymma peryiasTopos,
KOTOpasi ONpEeIsieT PacloIoKeHNE TKaHEH B CTele KOPHS
apabunomncuca, — T® HD-ZIPIII, orpannuunsatomue pasmep
MpoKamMOus 3a cYeT CTUMYJISIMU AU HEPSHIIUPOBKU KCHJIC-
Mel (Ilegems et al., 2010). Mx skcripeccust, B CBOIO 04epenb,
orpanndena MUKpoPHK 165/166, koTopble CHHTE3UPYIOTCS
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B OHJIOZIEPME TOJ1 BiMsiHHEM B3aumojeicTBytonmx Td SCR
n SHR (Carlsbecker et al., 2010).

OCHOBHYIO POJIb B MOJICP)KAaHUN KaMOUsl 1 TTPABUIIbHON
OpHUEHTAINH JIeIeHUs ero KieTok urpaet cucrema CLAVATA
u WOX rensr. [lepsriit CLE-ienTu, yqacTBYIOINI B KOH-
tpose aktuBHOCTH Kamousi, — TDIF (Tracheary element Dif-
ferentiation Inhibitory Factor) — Obl1 BbLI€NIEH U3 KYJIBTYPBI
Zinnia elegans xax (pakTop, CTHMYIHPYIOIIHNA PO eparuio
KaMOHMaIbHBIX KJICTOK M MHIHOMpYIOMHi 1uddepeHpos-
Ky cocyaucThIX 3neMeHToB. Brnocnencrsuun TDIF-nentun,
COCTOSIHUHA U3 12 aMHHOKHUCIIOT, OKa3ajacs HICHTHYEH
CLE-nentunam rpymms! B apabunoncuca CLE41 n CLE44;
CXOHO¥ (yHKIIMCH 00J1aaeT TaKkKe OMU3KHIA K HUM MEITH/T
CLE42 (Ito et al., 2006). CuaTE3upYSICH BO (hI103ME, TENTHIBI
CLE41 u CLE44 nepeMerarotcst B KaMOUIA, T/I€ CBSI3BIBAFOTCS
¢ peuentopom — CLV1-niogo6no# kunazoit TDR/PXY Ha
MOBEPXHOCTHU €T0 KIETOK M 3alyCKaroT CHUTHAJIbHBIA ITyTh,
MPUBOSIINN K aKTUBALUK MPOHdepany KIeToK KaMOus
U MO/IaBJICHUIO UX AU HEPEHIUPOBKHU 110 KCHIEMHOMY ITYTH
(Hirakawa et al., 2010).

K mpeHTndunmnpoBaHHbBIM MHUIIEHSM 3TOTO CHUTHAJIBHOTO
myTH oTHOCcHUTCs reH WOX4. OcnoBrast hynkuust TG WOX4 —
MOJAepKAHUE CTBOJOBBIX KIETOK MPOKaMOUS M KaMOus
(Hirakawa et al., 2010; Ji et al., 2010a); orncana Takxe pob
sToro T® B pa3BUTHH CIOKHBIX JIUCTheB Y Tomara (Ji et al.,
2010b) u momnepxanun BeretaruBHON [TAM puca (Ohmori
et al., 2013). Yposens skcrpeccun rena WOX4 6picTpo no-
BhIlIaeTcs B oTBET Ha 00paborky TDIF nentunamu. Takum
obpazom, nenrtuasl TDIF, orn ske CLE-nenrtunet rpymms: B, B
ormune ot CLE-nientioB rpymnmst A, MOTYT ObITh TO3UTHB-
HBIMU peryasTopamu skcnpeccut WOX renoB. [l 3Toro He-
00X0IIIMO Hammane akTUBHOTO perenitopa TDR/PXY, 1.e. ren
WOX4 cnyxut npsmoi mumensto aeiictBust CLAVATA-
noxobnoit cucrembl TDIF-TDR (Hirakawa et al., 2010).
B MHOTOYHCIIEHHBIX OIBITAX ¢ MyTaHTaMH OBIIO MOKa3aHo,
4yT0 aKTHBHOCTh T® WOX4 HeoOXxomuma Ut TOASpKAHUS
TDIF-3aBucumMoi nposiudepanuu KJIETOK KaMOus, Toraa
kak s TDIF-3aBucumoro nogasieHus auddepeHnnpoBKu
cocynoB Tpedyetcst Toabko akTuBHOCTE TDR/PXY, HO He
WOX4. Takum obpazom, ¢pyukius TO WOX4 B noaaepxa-
HHHM KaMOus cBsizaHa ¢ koHTponeM aenenns CK, a mongasnenne
nx quddepeHnrPOBKY 10 KCHIIEMHOMY ITyTH 00€CIICUHBAIOT
Jpyrue, He MIACHTH(UIIMPOBAHHBIE PETYIISTOPBI, TAKXKE Ha-
xomsmuecs mox koHTponem TDIF-TDR (Hirakawa et al.,
2010). Tpanckpunuuonustii pakrop WOX 14, oTHOCSIMNCS
K apeBHeit BeTB WOX GelKoB, MOXKET YaCTHYHO TIEPEKPbI-
BaTh (pyHKIMH WOX4 B KOHTpOJIE IEIEHUS KIETOK KaMOHS.
I'en WOX14 sxcnipeccupyercst He TOJIBKO B KJIETKaX KaMOws,
HO U B MOJIOJIBIX COCY/IaX; €r0 IKCIPECCHs yCHIIUBAETCS B OT-
BeT Ha 00padoTky nentuaamu TDIF 1 cHikaeTcs y MyTaHTOB
tdr/pxy, T.e., IO-BUTUMOMY, OH CIIY)KUT MHUIICHBIO TOH JKe
cucrembl TDIF-TDR (Etchells et al., 2013).

Hns obecriedeHNsT HOPMATHHOW OPHUEHTAIUHU JIETICHUS
KJIETOK KaMOMsl Ba)KHO CO3/IaHHE I'pa/IMeHTa KOHIIEHTPAaIuN
nentunos TDIF, B HOpMe Takoll IpaJlM€HT CO3JAEeTCs IpU
noctymieann TDIF u3 ¢mosmel. U3MeHnenne rpaameHTa
koHneHTpanuu TDIF B kamOnu, HanpuMep, MpH SKCIIPECCu
reHoB CLE4] unu CLE42 moj KOHCTUTYTHUBHBIM HJIM KCH-
JeM-crieliu(PUIHBIM TIPOMOTOPOM, MPUBOAUT K U3MEHEHUIO
OpPHEHTALNH KJIETOYHBIX JCICHUH M HAPYIICHHUIO YHOPSI0-
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YEHHOU CTPYKTYPBI CTEIIbI («IIepEMEITMBAHNIO» 30H KCHIIEMBbI,
thmoamer n kam6us) (Etchells et al., 2010). Cxonusiii 3 ekt
BBI3bIBaeT MyTanus /dr/pxy (phloem intercalated with xylem)
¢ norepeir pynkuun peuenropa TDIF nentunos (Fisher,
Turner, 2007).

I[Momumo TDIF nentumoB, B moAnepKaHuH KaMOUs U pas-
Butu# [IC MoryT ydactBoBaTh Takke Hekotopsle CLE-nemn-
Tuael Tpynnel A. JlelicTBuTensHO, 00paboTKa pacTeHUH
CLE-nentugamu rpynmnsl A WIN CBEPXIKCIPECCHS UX T€HOB
YCUJIUBAET BIMSIHUE cBepxakcnpeccuu rena CLE4] umu 3k-
3oreHHoro go6asnenus nentuaoB TDIF wa npommdepannio
KJIETOK KamOust. IHTepecHO, 4TO COBMECTHBIH CTUMYIHPY-
ot apdexr CLE41 u CLE6 Ha nponudepanuio KiIeTok
KaMOWs yCHINBACTCA NMPHU MOBBIIIEHUH KOHIEHTPALHUH
aykcuHoB (Whitford et al., 2008). C npyroii croponst, CLE-
MENTH/IbI TPYTIITBI A CAMHU MOTYT BIIUSITH Ha pa3BUTHE KaMOUsI
W TIpOBOJIAIIEH cucTeMbl. Tak, cBepxakcnpeccus rena CLE]9
Arabidopsis n Brassica crumynupyet nuddepeHunpos-
Ky KCWJIEMBI, YTO MPHUBOAUT K 00Pa30BaHHIO KCHUIIEMHBIX
«OCTPOBKOBY, HE CBSI3aHHBIX C COCY/ICTON CHCTEMOI! pacTe-
Hus, B opranax nusetka (Fiers et al., 2004).

[Momumo TDR/PXY, B KOHTpOJIe aKTUBHOCTH KaMOUs
u pazsutin [IC MOryT yd4acTBOBaTh M APYIue PErenTopbl
LRR-RLK. Tak, penentopnast kunaza ER (ERECTA), or-
HOCSIIIAsICSl K TOMY JKe ceMelcTBy OenkoB, uto TDR/PXY
u npyrue perentopsl CLE-nenTumos: MyTarys er HapyaeT
CTPYKTYPY CTEJIbl, & TAKXKE PE3KO YCHINBAET 3P (PEKT MyTanuu
tdr/pxy (Etchells et al., 2012). Iy HOpMaJIbHOTO Pa3BUTHUS
TIC taxke BaykHa aKTHBHOCTBH pelenTOpHBIX KuHa3 MOLI1
(MORE LATERAL GROWTHI) n RUL (REDUCED IN
LATERAL GROWTHI1), kotopast HaOntoaeTcsi B 30He, He
cosragaroneit ¢ oomacteio aktnsuoctn CLE41/PXY — Bo
(hyr05Me 1 IpuIIeTaroeM K Hel clloe KJIeTok kKamous (Agusti
et al., 2011). [Tpeamonaratot, uto kuHaza MOL1 BeInosiHsIET
(yskunu, nporusomnoiokusie TDR/PXY: mo kpaitHeit mepe,
skcnpeccust uMeHHo rena MOLI, o ve rena TDR B IIAM
MPUBOJIUT K BOCCTAHOBIICHUIO HOPMaJILHOTO ()EHOTHIIA Y MY-
TaHTa c/vi. MyTarus moll mogaBiIseT SKCIIPECCHIO TEHOB, 3a-
JICWCTBOBAHHBIX B OTBETE Ha STHIICH M )KACMOHOBYIO KHCIIOTY,
KOTOPBIE UT'PAIOT POJIb BO BTOPUYHOM POCTE OCEBBIX OPraHOB
(Gursanscky et al., 2016). JIuranasl ¥ MHUIICHA U KAHA3
ER, RUL u MOL B kamOuu He 0OHapyKEHBI.

Urak, B pa3Butuu kamous u [1C Taxke BaxkHa cucrema
WOX-CLAVATA, Bxitouaromast B ceds CLE-menTtumsr
rpymmsl B (TDIF), onpenenennsie CLE-nenTu s rpynist A,
peuentopubie kurazel TDR/PXY, ER u MOL u T® WOX4
n WOX14. Tounsie ¢pyHKuu B pa3Butun [1C BBISIBICHBI
HE JUISL BCEX MEPEUHCIICHHBIX KOMIIOHEHTOB: B HACTOSIIEE
BpeMsi TI0CJIEI0BATEIbHOCT ACHCTBUS OIPEAEIeHa TOJIbKO
B nerouke TDIF/CLE-B — TDR/PXY — WOX4, pois mipo-
YHX PEryJIsITOPOB B 3TOH CHCTEME M X B3aUMOJICHCTBHE €IIIe
MPEJICTOUT U3YUUTh. B kaMOuu, Kak U B APYTUX JaTepaabHbIX
MepucTeMax, He ObuUT0 00HApy)KEHO HUKAKUX aHaJIOTOB Op-
TaHU3YIOILETO [IEHTPa, PETSATCTBYIOMNX TU(depeHInpoBKe
OKPY’KaIOIINX CTBOJIOBBIX KJIETOK. TeM He MeHee, HeCMOTPsI
Ha aKTUBHYIO tn( pepeHmpoBKy >nemenToB [1C Ha mepude-
pux KaMOus1, 3Ta MEpHUCTEMa CIIOCOOHA K JITTUTEIILHOMY MO/~
JIep )KaHHIO aKTUBHOCTH B TEUEHUE BCETO YKU3HEHHOTO [IMKJIA
pacTeHni, B OTIAMYHE OT MPOYMX JIATEPATbHBIX MEPHCTEM.
Bo3MOXHO, TPUYMHA 3TOTO 3aKIIIOYAETCS B «HETPAJAUIMOH-

leHeTuKa pa3BuTnA
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Hoi» opranuzauuu cuctembl WOX-CLAVATA: B ominuue
ot AM, B kambun Boctpusitue CLE-nentumoB perienropom
TDR/PXY npuBOIUT HE K PEIPECCHH, a K AKTHBALIUU I'CHA
WOX4.

I'Iepmuvmn: npakTn4yeckn

HeorpaHM4eHHbi€ BO3MOXHOCTUN

[Tepunykin — narepanbHas MEpUCTEMa, MTPEACTaBICHHAs! OJ1-
HUM WJIH HECKOJIBKHMHU CIOAMHU HeanddepeHInpoBaHHBIX
KIICTOK, OKPY>KaIOIIIMMH CTEITy KOPHsI ¥ HOTIa — cTeOrs. Kak
u Jiro0ast Ipyrasi MepucTeMa, HEPUIMKI MOXKET MOJICPKIBATh
cebst 3a cuet nponudepanyn HeauhhepeHIIMPOBAHHBIX KIIe-
TOK, a TaKKe JIaBaTh HA4YaJlo JPYTUM THTIaM TKaHeH. B xade-
ctBe JIM mepunuki GyHKIIMOHUPYET HEIOITO — B MOJIOJIBIX
OCEBBIX OPraHax; Mo3Xke B cTeOne U B BEpXHEW YaCTH KOPHS
KIETKH TICPUIIUKIIA YTPAYUBAIOT CIIOCOOHOCTH K JICIICHUIO
u noaHocThio tuddepentmpytores (Beeckman et al., 2001).
VHUKaIIbHOW 0COOCHHOCTHIO TIEPUIIMKIIA SBISETCS CIIOCO0-
HOCTB JTaBaTh HAYaJIO HE TONBKO CIICIIHATH3UPOBAHHBIM THIIAM
TKaHel, TAKUM KaK CKJIEPEHXMMHBIC BOJIOKHA, HO M Pa3HO-
00pa3HBIM THIIAM MEPHUCTEM: alUKaJIbHBIM (MEpPHUCTEMBI
6oxoBeIxX kKopHe# (BK) u kimyOeHBKOB), TaTepaIbHBIM (KaM-
Owuit, peruIoreH), a TaKKe Pa3InIHBIM MEPUCTEMOTIOIOOHBIM
cTpykTypaMm (kamrycsl, omyxonn) (Hoxyesa u ap., 2014).
HecMmotps Ha Mopdonornueckoe eqnHO00pa3ne IMePHITHK-
Jla, €ro KJIETKU HE MJCHTUYHBI (PYHKIIMOHAIBHO U JCISTCS
HAa JIBa THIA: KIETKH, MPHUJIeKaIIne K KCHuIeMe (KCHIEMHBIN
TIEPUITNKI ), KOTOPhIe 00IaatoT BBICOKOW CTIOCOOHOCTHIO
K KJIETOYHBIM JICJICHUSM M UCTOJIB3YIOTCS ISl 3aKIaJKH
JIPYTHX THIIOB MEPUCTEM, M KJIETKH, TIPHIIeKAIIe K (Godme
(pmoSMHBII TIEPUIUKIT), KOTOPEIC, KaK MPaBUIIO, HE IMEIOT
aToil cmocodnoctH (Parizot et al., 2008; Atta et al., 2009).
Cpenu MHOTOYHCICHHBIX T®, aKTUBHBIX B KOpHE, y4acTHE
B PETYILIIUN Pa3BUTHUS TIEPUITIKIIA OBIJIO YCTAHOBICHO TOJh-
ko it T® SHR u SCR (Parizot et al., 2012). I'er SHR sxkc-
MpeccupyeTcs B KIeTKax CTelbl, 3areM 0esok SHR nepeme-
TIIaeTCsl B IIEPUIINKIT X SHIIOACPMY, TIe 00pa3yeT reTepoauMep
¢ T® SCR. Muensto mumepa SHR/SCR ciysxur psi reHos,
HKCIPECCUPYIOMIMXCS B YHAOAEPME U MEPHIHKIIE, B YacT-
HoctH, cam TeH SCR (Cui et al., 2011); ren, xogupyromuit
MukpoPHK 165/166, koTopbie peryiupyoT YpOBEHb TPaHC-
kpuntos reHoB HD-ZIPIII (Emery et al., 2003); a Taxoke reHbi,
perymupytomme 6amanc aykcuHoB 1 LK B creme (Okushima
et al., 2005; Cui et al., 2011).

I'eneTnuecknii KOHTPOJIH MOAACPKAHNS U PA3BUTHS IEPH-
[IUKJTa U3YYCH 3HAYUTEIBHO XyXKE, YeM KOHTPOIb Pa3BUTHS
JIPYTHX TIEPBUYHBIX MeprcTeM. TeM He MEHee B KOHTPOJIC pa3-
BUTHS IEPUIIUKIIA YYACTBYET PSIJI PETYIIATOPOB, XapaKTEPHBIX
151 KAM, nanpumep T® SCR u SHR. Tlo Bceit Bugumoctu,
B IEpUIMKIIE He dKcnpeccupyrorcss WOX rensl, o kpaiine
Mepe, Y 3TOH MEPHCTEMBI He BBISIBJICHO «CBOeTo» reHa WOX,
OTIPEIICTIAFOIIETO €€ HACHTHIHOCTb. B TO ke BpeMst Ha paHHIX
CTaUAX MHIYKIWU JAPYTHX THIIOB MEPUCTEM W3 MCPHUIIAK-
Jla UMEeT MECTO aKTHBaIus dkcrnpeccun WOX TeHOB, Kak
npasuio, WOX5 (B BK, kiryOeHbKax, Kauryce, CIOHTaHHBIX
W MaToreH-MHIyIUpOBaHHbIX onmyxousix) (Gonzali et al., 2005;
Atta et al., 2009; Osipova et al., 2012; Bunorpamosa u ap.,
2015; Lebedeva et al., 2015), Ho nHOTHA M ApyTHX: WUS 1ipn
perenepanuu moderoodpazosanuem (Atta et al., 2009), WOX4
MIpH 3aKJIaJIke MexXImy4JkoBoro kamous (Suer et al., 2011).
448

BaBunnoBcKuii )KypHan reHeTukn n cenekuymm « 20 - 4 - 2016

W.E. lopyesa, B.E. TBoporosa
M. Azapaxuw, M.A. Jlebepnesa, J1.A. JlyToBa

CrniocoOHOCTh nepurykia k nHAyKimu bK n nonnepsxanuio
MEpPUCTEMATHIYECKOH aKTUBHOCTH B TEUEHHUE JUIMTEIHLHOTO
BpeMeHHU mociie Bbixona n3 KAM mo3Bonmna BBIABHHYTH
MIPEAIOIOKEeHUE 0 (PYHKIMH MEPUIHKIIA KaK «PaclInpeHHO
anmukanbHON Mepucteme KopHs» (De Smet et al., 2006).
I'ensl, oTBeuatonue 3a nopnepxanne KAM, takue kak WOX5
n ACR4, HauMHAIOT SKCIPECCHUPOBATHCS HA CaMBIX PaHHHUX
3Tamax pa3BUTHsI IPUMOPANS OOKOBBIX KOPHEH, ITPU MEPBBIX
ACHMMETPHYHBIX JISNICHNAX KieTok nepunukia (Gonzali et
al., 2005; Stahl et al., 2009). 3aknagka BK HaxomuTcs mon
CIIOKHBIM T€HETHYECKHM KOHTPOJIEM, B OCHOBE KOTOPOTO
nexut aktuBays KAM-cnennpuansix TO mon gelicTBreM
aykcrHa. OJHON M3 MUILIEHEH NEeHCTBUS MHOIMITYKCYCHON
kucnotsl (MYK) B kneTkax-ocHoBarenbHAIAX BK ciry>kuT rexn
GATA23, xoqupytromuii Td: 5TOT reH HaYMHAET 3KCIPECCHPO-
BaThCA B KJIETKAX KCHJIEMHOTO MEPUIMKIIA TTepe]] X IePBbIM
ACHMMETPHUYHBIM AHTHKIIMHAIBHBIM JEJICHUEM — COOBITHEM,
C KOTOPBIM CBSI3BIBAIOT MOMEHT WHHMIMAIUN OOKOBBIX KOp-
Heil. CHmkeHne ypoBHs TpaHckpunta GATA23 myrem PHK-
nHTepdepeHn ymMenbinaeT gncio bK, 9ro moareepxxmaaer
HeobxomumocTs 3Toro T s ux 3axmanku (De Rybel et al.,
2010). B otnuumne oT ayKCUHOB, IUTOKUHUHBI TIOJABIISIIOT
obpasoBanne BK, oka3piBast BIUSHIE HA SKCIIPECCHIO TEHOB
PIN, xonupyroomux nepeHocyuky aykcuHoB. [Ipu stom LK
perynaupyiot pacnosnoxkenue BK Baons ocu maBHOro xop-
HS: MOKA3aHO, YTO B KJIETKAX MEPUIMKIIA, MPUIETAIOMINX
k nmpumopauio BK, numeer mecto akTuBanus OnocuHTe3a
IUTOKMHUHOB, YTO HE MO3BOJIAET HOBBIM mpumopausiM BK
3aKJIaIbIBATHCS B HEOCPEICTBEHHON OJIM30CTH OT «CTaporoy»
(Chang et al., 2015).

KrneTku KcnuneMHOro nepuIuKia, KOMIEeTeHTHBIE K 3aKiIa/1-
ke bK, Takke UrparoT nepBOCTENEHHYIO POjb B IIpoLEccax
KaJTycOreHe3a M pereHepalu: BO MHOTOM 3TH IPOLECCHI
CXOAHBI ¢ mporeccoM 3aknanku BK, Ho oTnuyarores no Ha-
60pam reHoB, HKCIPEeccHst KOTOPBIX MHIIYIIUPYETCS B KIETKAX
MIEPUIIMKIIA [TPU OTIPE/ICIICHHBIX YCIOBHSX KYJIBTHBHPOBAHUS
(Atta et al., 2009). Tak, npu KyJIbTUBUPOBAaHHH KOPHEBBIX
Y TUTOKOTHIIBHBIX AKCIUIAHTOB apaOHIO0TICHCa Ha CPese AT
WHAYKIMH KaJulyca 3a CUeT JIEJIEHHUS KICTOK KCHIEMHOTO
MEPHUIMKIIA Ha DKCIUIaHTaxX (POPMHUPYIOTCS BBIPOCTHI, IO
cBoeil Mopdornorun cxomusie ¢ nmpumopansaMu bK. B atux
CTPYKTYpPax aKTHBHPYETCSI ayKCHH-UyBCTBUTEIBHBIA IPO-
MoTop DRYS, HaboqaeTcst SKCIpeccust FeHOB, XapaKTePHBIX
ms BK: WOXS5, PLTI, SCR, SHR, GL2 wn 1. 1. (Atta et al.,
2009; Sugimoto et al., 2010). [TepeHoc 3KcIIaHTOB Ha Cpemy
C ayKCMHOM BBI3bIBAET 3aBeplleHNe AU PHepeHIIUPOBKH ITPHU-
MopaueB kajutyca u npespamienue ux B bK. ITpu nepenoce
K€ 9KCIUTAHTOB HA CPELy JJIst MHIYKIIMH ITOOETOB (C MOBBIIICH-
HbIM coziepxkanueM LK) npumopauu kanmyca npeBpararoTcs
B TOOErM — B HUX CHMYKAIOTCSI YPOBHHU SKCIIPECCUH KOpHE-
cnenr(UYHBIX TEHOB W HAUYMHAIOT AKTHBHPOBATHCS T'CHBI,
xapaxrepnble st [IAM, takue kak WUS u STM. KynbTuBaius
KOPHEBBIX U TUIOKOTHJIBHBIX SKCIIJIAHTOB apaduoTcrca Ha
6oraroii LIK cpene anmst nmoGerooOpa3oBanus (MUHYS Cpemy
JUIS KaJTyCOT'€HEe3a) MOXKET NMPHUBOAUTH K MPSAMON 3aKIaaKe
MOOETOBBIX MEPUCTEM U3 KIETOK KCHJIEMHOTO NEPHINKIA
(Atta et al., 2009).

HenaBHo moka3zaHO, YTO CXOIHBIE C KaJIJIyCOT€HE30M
MIPOLIECCHI MTPOUCXOAAT MPHU 00pPa30BaHHUMU OIyXoJei y pac-
TEHHH, B YaCTHOCTH OITyXOJICH Ha KOPHSIX HHOPEAHBIX JIMHUI
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penuca (Lebedeva et al., 2015), kopoHuaroro rajuia, HHIY-
MUpOBaHHOTO A. tumefaciens (Bunorpamosa u ap., 2015),
M KOPHEBBIX TaJUIOB, MHAYIMPOBAHHBIX ITAPa3UTHUECKUMHU
nematogamu (De Almeida Engler, Gheysen, 2013). Tak,
MIpH U3YYCHUN MEXaHN3MOB arpo0akTepHaIbHON TpaHCcop-
Malllii PAaCTUTEIBHBIX KJIETOK YCTaHOBJICHO, YTO TEPEHOC
u uHrerpanus T-/IHK B KOpHEBBIX 3KCIIITAHTaX MPOUCXOIAT
MPEUMYIIECTBEHHO B KJIETKH MEPUIIMKIIA; YACTOTA YCIIEIITHOH
pereHepanyy TPaHCTEHHBIX PACTEHUH MPH TpaHC(hOpPMaUN
KOPHEBBIX 3KCIUIAHTOB apabujoricuca A. tumefaciens co-
crasisieT B cpegaeM 0,5 %, Toraa kak goist TpaHchopMannu
1 YCTICIITHOH peTeHepayy TPAHCTEHHBIX PACTEHHUH U3 KJICTOK
nepunukia focturaet 50 %, 4To CBUAETENBCTBYET O BBICOKOH
KOMIETEHITH KJIETOK UMEHHO 3Toi JIM k arpobakrepuaib-
Ho#t Tpancdopmarun (De Buck et al., 2000). Pannue cragnu
pPa3BUTHs CIIOHTAHHBIX OIYXOJIEH M KOPOHYATOro Tajuia
MOP(OIOTHIECKH U TIO PACTIPEACTICHHUIO JISNSIIUXCS KIETOK
CXOZIHBI C paHHUMHM CTagusMU MHAyKIHKA BK n BKiIrowaroT
B ce0st (hOpMUPOBAHUE MAKCUMYMOB KOHLIEHTPALUH AyKCH-
HOB M MHIYKITHIO dKcmpeccun reHa WOXS5 (Bunorpamosa
u 1p., 2015; Lebedeva et al., 2015).

Kpome 3T0T0, TIEpULIMKI y4acTByeT B (hOPMUPOBAHUU
MEpPUCTEM CUMOMOTHUYECKUX KIYOEHBKOB MpPU B3anMOACH-
cTBHU 0000BBIX pacTeHuii ¢ puzoOusiMu. CorntacHo HanOostee
pacnpoCcTpaHeHHOW TUIoTe3e, KIIyOSeHbKN BOSHUKIIM B XOJ1€
9BOJTIOLUY HAa OCHOBE MOAM(MKAIINU MPOTPaMMBbI Pa3BUTHUS
OokoBbIx KopHei (Mathesius et al., 2000). Manmuanms kietod-
HBIX JICJICHUH [TPY 00pa30BaHNH ITPUMOPIUEB KITyOSHBKOB TaK
JKe, KaK U IIpM 3akiiajike npumopaues bK, kak npasuio, npo-
HCXOJHT B KCHJIEMHOM IEpUIHKIC. B cHCTeMHBII KOHTPOIb
(aBrOperyssiuio) pa3BuTusi KiyoeHbkoB U BK mMoryT ObITh
BOBJICUEHBI O0IITHIE KOMITOHEHTBI: Y MyTaHTOB C MOBBIIICHHBIM
KOJINYECTBOM KIIyOCHBKOB (CyNEepKIyOeHBKOOOPA3yIOIIHX )
TaK)Ke YBEJIIMYCHO M YKCII0 OOKOBBIX KopHe# (Searle et al.,
2003). Ipyras ocobeHHOCTH, cOmmkarormas kiryoeHek ¢ bK, —
HaJlM4ue y Hero coOCcTBeHHOW MmepucreMbl. ITokazano, 4to
BO)XHYIO POJIb B 3aKJIaJIKe M IMOJJIEPKAHUK KIIyOCHBKOBBIX
MepHucTeM urpaetr reH WOX5 — peryniarop MOKOSIIEeTrocs
nearpa KAM (Ocumnosa n ap., 2011; Osipova et al., 2012),
B MEpUCTEME KIIyOEHBKOB ATOT )K€ I'€H CIIY>)KUT MHUIICHBIO
CHCTEMBbI aBTOPETYISIIIMU KITyOEHBKOOOPA30BaHUs, BKIIIOYA-
romieid B cedst onpenenenupie CLE-nenTuab! u ux perentopsl
(Mortier et al., 2010).

Kannycoo6pasoBaHue 1 comaTnyeckui
amMbpuoreHes: TBOpUYECKUI Nogxon

K Pa3MHOeHWNI0

TOTUIIOTEHTHOCTh M BBICOKAs MIACTUYHOCTH MPOTPaMM
pa3BUTHSI — JIaBHO M3BECTHBIE OCOOCHHOCTH PACTUTEIBHBIX
Ki1eToK. OJTHUM U3 CII€ACTBUI TAKOH IIIACTHYHOCTH SBIISETCS
CIIOCOOHOCTB pacTeHUH MPOAYIMPOBATh KAJUTyC — Maccy He-
JddepeHIIMPOBaHHBIX KIETOK, CIIOCOOHBIX MOATOMY JaTh
HadaJio [eJIOMy PacTeHHI0. M3Ha49anbHO KaJlTycoM Ha3bIBaJIH
pacTUTENFHYIO TKaHb, 00Pa3yONIyIOCs Ha TIOBEPXHOCTH PaH
NOOEroB WIJIM YEPEHKOB B pe3yJibTare JeleHUs ONKamnx
JKHBBIX KJIETOK, JUIs TAKOTO PAHEBOTO KaJUTyca XapaKTepHO Ha-
KOTUICHHE KaJUIO3bI, OTKY/Ia U motwio ero Ha3BaHue (Ikeuchi et
al., 2013). B Hacrosiiiee BpeMmsi TOT TEPMUH IIPUMEHSIIOT JIJIsI
o0o3HaueHns 000 HeauddepeHInpoBaHHON MacChl pac-
TUTENBHBIX KJIETOK, HAIlpIMep, 00pa3oBaHKE KaJLTyca MOYKHO
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WHJIyIUPOBATh i1l Vitro IPpU KyJITUBUPOBAHUH IKCIUIAHTOB Ha
cpeze, comeprkarieit aykCHHbI 1 TUTOKMHUHEI (Skoog, Miller,
1957). B cooTBeTCTBUY C HATMYMEM WM OTCYTCTBUEM IPHU-
3HAKOB BTOPUYHOU AU(PPEePEHIIMPOBKH BBIICISIOT HECKOJIBKO
TUIIOB KaJulyca: HeAu(PepeHIINPOBAHHBIH KOMITAKTHBIN;
KOopHeoOpasytomuii (rooty callus, perenepupyromiuii KOpHn);
noberoobpasyromnruii (shooty callus, pereHepupyroruii mode-
TH); SMOpHOTeHHHBIH (embryonic callus, cmoco6nsIf k CD)
(Jiang et al., 2015).

HecmoTps Ha ayuTenbHOE U3Y4YEHUE, O MOJIEKYJSPHBIX
MEXaHU3Max KaJuTycoOOpa30BaHUs U3BECTHO HEMHOTO. Tem
HEe MEHee MCCIIeIOBATENIN CXOIITCS BO MHCHHH, YTO KaJLTyC
[0 CYTH IPEJACTABISIET CO00H aHOMAaJIbHYI0O MEPUCTEMOIIO-
IO0OHYI0O TKaHb, CIIOCOOHYIO JaBaTh HA4Yaluo HOPMAaJIbHBIM
MepHcTeMaM (IIpU pereHepariy NoOeroB M KOpHEH U3 Kayuty-
ca, npu comatuyeckom smopuorenese) (Ikeuchi et al., 2013;
Jiang et al., 2015). B cBoro ouepenp, Karyc 9acTO HHAYIIH-
pyeTcs M3 CyIIECTBYIOIINX MEPHCTEM, HAapuMep, Kalilyc
Ha TUIOKOTUIILHBIX U KOPHEBBIX 3KCIUIAHTaX apabujorcuca
pa3BuBaeTcs U3 KIETOK KCHJIEMHOTO repuinkia (Atta et al.,
2009) mu Bo3HUKAET 3a c4eT AeAu((HEpeHIMPOBKH KIETOK
(Jiang et al., 2015).

B MHOTOUHCIICHHBIX MCCIEAOBAHUSAX MTOKA3aHO, YTO 00-
pa3oBaHME KaJUTyca MOXXHO BBI3BATh, MAHUITYJIHPYS! YPOB-
HSIMHM 9KCIIPECCHU T'€HOB-PErYJISITOPOB KJIETOYHOTO IHKIIA,
Takux kak E2F (E2 PROMOTER BINDING FACTOR) u DP
(DIMERIZATION PARTNER), KoTOpBIE KOIUPYIOT B3aUMO-
neiictyrompe TP, HeoOXoaMMBbIe sl KOHTPOJISI PEerIMKa-
mun JJHK (Kosugi, Ohashi, 2003), KRP (KIP-RELATED
PROTEIN), xonupyonye HHrHONTOPHI IIMKIIMH-3aBUCUMBIX
kuHa3 (Anzola et al., 2010). YeuneHHoe kayurycooOpa3oBaHue
XapaKTEepPHO TAKXKE Ul IMHUI CO CBEPXIKCIIPECCUEN T€HOB,
KOAMPYIOIINX HeoOXomumebie tst pa3Butus nucta TO LBD
(LATERAL ORGAN BOUNDARIES DOMAIN) u ayk-
cun-3aBucuMbie T® ARF7 n ARF19 (AUXIN RESPONSE
FACTOR?7 n 19), Mumienpto AeicTBHS KOTOPBIX CIIyKaT
BeieynomsinyTeie rensl E2F n DP (Okushima et al., 2007;
Berckmans et al., 2011). B perymsauuu yposus 6enkoB KRP
BO)XHYIO POJIb UTPAET OCIOK-TPAHCKPUIIIMOHHBIN a/larTop
PRZ1 (PROPORZ1); noreps ero pyHKINHN y MyTaHTa apadu-
JIoricuca prz/ BBI3BIBACT CIMIOHTAHHOE KaJTycOOOpa3oBaHue,
CONPOBOXKIAIOIIEECs] CHIPKEHHUEM YPOBHEH SKCIIPECCHN TCHOB
KRP (Sieberer et al., 2003). B cBoro ouepeib, aKTUBAIHS HE-
KOTOPBIX IpyTrux T® BbI3bIBAET CIOHTAHHBIN IEPEXOA K COMa-
THYECKOMY SMOpHOTeHe3y U (POPMUPOBAHHE IMOPHOTCHHOTO
Kajuryca (CM. HUXKe).

ITonMoO HOpPMaNBEHOTO 3UTOTHYECKOTO AMOpPHOTEHE3a, IS
pacTeHnii XapakTepeH COMaTHYEeCKHi 3MOpHOTeHe3 — Ipo-
L[eCC, MPU KOTOPOM HE3UTOTHYECKHE KIETKH (OPMHUPYIOT
SMOPHOHBI, KOTOPBIE 3aTEM IIPOXOAT Uepe3 XapaKTePHBIE CTa-
JY SMOPHOHAIEHOTO Pa3BUTHS, B KOHEYHOM UTOTE (hOPMHUPYS
HoBoe pactenue (Chen et al., 2009). MHorue Buibl pacTeHui
XpaHAT B ce0e MOTeHIIHAIBHYIO CITOCOOHOCTH K C3, 01HaKO
y OONBIIMHCTBA U3 HUX IS 00pa30BaHUS COMAaTHUYECKUX
SMOPHOHOB HEOOXOMUMBI CHICHIU(DUICCKUE YCIOBUSI in Vitro,
KOTOPBIE OOBIYHO BKITIOYAIOT B ce0st 00paboTKy TOPMOHAMH 1
pa3BuTHE SMOpHOTeHHOTO Kayuryca. ComaTrinueckuii aMOpro-
reHe3 UMEeT MHOKECTBO YEPT, TPUCYIHX 3UTOTHUECKOMY dM-
Opuorenesy (33). B xome pa3BUTH cOMaTHIECKOTro SMOpHOHA
OOBIYHO MOXKHO PA3IMYUTh MOP(OJIOTHYECKUE CTAJNH, Xa-

leHeTuKa pa3BuTnA
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PaKTepHbIC IS Pa3BUTUS SMOPUOHA U3 3UTOTHI (Zimmerman,
1993). B wacTHOCTH, BasKHBIM 3TarioM CO SBIISETCS 3aKJIaIKa
IIYJIOB CTBOJIOBBIX KJIETOK IEPBUUYHBIX MepucteM — [TAM,
KAM wu npokambusi. HeoOxoaumoe ycioBue HOPMaJIbHOTO
Mopddorenesa 3apozsima mpu 33 1 CO — co3maHme TOKaTBHBIX
MaKCUMyMOB KOHIICHTpPAIH ayKCHHA, KOTOPbIE BO3HUKAIOT
Onarozapsi akTHUBHOCTH OEJIKOB HOJIIPHOTO TPAHCIIOpTA ayK-
cunoB PIN; B wactHOCTH, TOKa3aHO yyacTue reHa PIN/ u ero
romonoros B CO y 4. thaliana (Su et al., 2009) u Picea abies
(Palovaara et al., 2010).

YcTaHOBIIEHO, 9TO OOJBIIOE KOJTHMYECTBO TEHOB, padoTaro-
mux B xone CO, QpyHKIMOHUPYET U MPH 3UTOTHYECKOM M-
Opuorenese. Cpeau HUX, HAIPUMED, TeHbI, Kopupytomne TO
passbpix rpymn: LEC1 (LEAFY COTYLEDONT1) (Lotan etal.,
1998), LEC2 (LEAFY COTYLEDON?2) u FUS3 (FUSCA3),
BABY BOOM (Boutilier et al., 2002), AGAMOUS-LIKE15
(Zheng et al., 2013). B gncno perymsaropo C3 Takxke BXO-
qat penentopras knHaza SERK (Somatic Embryogenesis
Receptor Kinase) u3 cemeiictea LRR-RLK (Santiago et al.,
2013); Tounsie ¢pyHknnu ee B CO He BBISICHEHBI.

Kunciry o6mux perymnsitopoB C3 1 350 MOXKHO TakKe OTHE-
ctu TO cemeiicrea WOX. Y apabujioricuca Ha CaMbIX paHHHX
craausax 30 ¢pyakunornpyioT T® WOX2, WOX8 1 WOXO9,
KOTOpBIE ONIPEICIISIOT HEPBUYHYIO «PAa3METKY» 3apoJbIllia; Ha
Oosiee MO3JHUX CTAUSIX B KJIETKaX, KOTOPbIE BIIOCIIEICTBUH
nmamyT Hadano ITAM u KAM, skcnpeccupyrorcs reHsl WUS n
WOX5 (Haecker et al., 2004). Brioine BeposiTHO, 4TO B KOH-
Tposie C3D y4acTBYIOT T€ K€ TPAHCKPHIILIHOHHBIE (DAaKTOPBI.
Tak, nccnegoBanne CO y BHHOTpaga IMOKa3aio, 9To MpaK-
THUYECKH Bce TeHbl WOX y 3TOro BUIa 9KCIIPECCUPYIOTCS B
X071€ KaJuTyco00pa30BaHusl, IPH TOM IKCIPECCHUSI HEKOTOPBIX
U3 HUX aCCOIMUPOBaHA C HEAMOPHOTEHHBIMHU KaJITyCaMH, a
JIpyTUe 3KCHPECCUPYIOTCS KaK pa3 B XO/€ COMaTH4eCKOro
sMOpuorenesa. Y apadujorncuca sxcrnpeccus rena WUS city-
KHUT MapKepoM ¥ CTUMYISITopoM CO U y4acTBYeT B 3aKIIa IKe
ITAM y comarnueckux 3apoasiieii (Chen et al., 2009; Su et
al., 2015); reu WOX35, B cBOIO 0O4Yepelib, yIaCTBYCT B 3aKJIAJIKE
KAM comarngecknx 3apoxpimiei (Su et al., 2015). Ha pa3nabix
BU/IaX PACTCHNH MOKa3aHO, YTO B COMAaTHIECKUX 3apO/IbIIIax
TaKXKe dKCIpeccupyrorcsi romosioru reHoB WOX2 (Gambino
etal., 2011; Klimaszewska et al., 2011; Rupps et al., 2016) u
WOX9 (Kurdyukov et al., 2014). T'omomoru renos WOXI u
WOX3, GyHKIMOHHUPYIOIIMX B XOI€ PA3BUTHS JIHCTA, aKTH-
BUPYIOTCS Ha o3nHUX cTanusax COy Vitis vinifera (Gambino
etal.,2011). Dxcripeccus B X0/i€ KaJTycO00pa30BaHMs W/HITH
CD y pa3HbIX BHJIOB PaCTEHUI OTMeUYeHa TaKKe JJIsi TEHOB
WOXI1, 12w 13 (Gambino et al., 2011; Liu et al., 2014).

Fannbl n onyxonn: MepucTemMbl

nop KinY - 3acenieHne cerogHA

Jliist 0O6pa3oBaHus OMyX0Jed y pacTeHHH XapaKTEepPHO MOBBI-
IIEHHE KoJIYecTBa (TUIepIuiasus) 1 pasmepa (runeprpodus)
KJIeTOK. YacTo y pacTeHHu BBIACTAIOT COOCTBEHHO OITyXOJH
(kayurycoro00HbIe CTPYKTYPBI ¢ HEOTPAaHHUYCHHBIM POCTOM
1 c51a00 BBIpaKeHHBIMH ITPU3HAKAMU BTOPUUHOM 1uddepeH-
IIMPOBKH, KaK IPABUIIO, CTIOCOOHBIE K TOPMOH-HE3aBUCUMOMY
POCTY ITpY M3OJSIIMU OT PAcTEHHMs) U TaJuIbl (OrpaHUYEHHO
pacTyliue CTpyKTypbl, COCTOSIIIME B OCHOBHOM U3 audde-
PEHIMPOBAHHBIX TKaHEH, HECIOCOOHBIX K CaMOIOAJIEPKa-
nuto) (Dodueva et al., 2007). BcTpedatoTcsi cioHTaHHbIE
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OIyXOJIM, BO3HUKAIOIINE Y PACTEHHUI ¢ OMpeaeIeHHbIM
TEHOTHUIIOM, U MaTOTeH-MHAYIMPOBAHHBIE, Pa3BUBAIOIINECS
TI0/T BIUSIHAEM MapasuToB, KAK MPABHJIIO, 32 CYET M3MEHECHUS
TOPMOHAJILHOTO OajlaHca B TKaHSX PACTEHHUS O]l BIUSHUEM
napasuta. bonpias 4acTh MHIYIUPOBAHHBIX OITyXOJIEH —
9TO CTPYKTYPHPOBAHHbIEC, OTPAHUYCHHO PACTYIUE TaJJIbl;
00JbIas 4acTh CHOHTAHHBIX — ATO THUIIMYHBIC OIYXOJIH.
Kiaccuueckuil npuMep CIIOHTAHHBIX OIyXOJeH NpeACTaBIs-
0T OITyXOJIM Y MyTaHTOB apaOuorcuca ¢ HapyIIeHHOH Kire-
TOYHOM ajnresueii (tsd, pas, prz) (Frank et al., 2002; Sieberer
et al., 2003; Krupkova, Schmiilling, 2009), y TpancreHHBIX
pactenuil co cBepxakcnpeccueil CHRK-kuna3bl, Tounble
(DYHKIMM KOTOPOI B KOHTPOJIE JIEJICHUS! KIIETOK HEU3BECTHBI
(Lee et al., 2004), a Taxke y HHOpPEAHBIX JTHHAHN, B YaCTHO-
CTH OIyXOJIeBBIX IMHKH peanca (By3oBkuna, JIyrosa, 2007).
[TaroreH-nHyIMPOBaHHBIE OITYXOJIH MOTYT OBITh BBI3BaHBI
GakTepusiMu, TpUOAMH, HEMATOIAMH, TIPOCTEUIINMH, WICHHU-
cToHOrUMH. [TpoMexyTOUHOE MOTOKEHNE 3aHUMAIOT OITyXO-
JIeBbIE MEXKBHUI0BbIE THOPUIbI TA0AKA: C OTHON CTOPOHBI, 3TO
CTIOHTaHHBIE OITYXOJIH, C APYTON — ISl UX MHAYKIUN HyKHA
9KCTIPECCHSI ITOCIIEIOBATEIILHOCTEH, MOy YeHHBIX HEKOTOPBI-
MU M3 POJMUTEIILCKUX BUJIOB OT arpoOaKkTepuii B pe3ysbTare
TOpHU30HTAIBHOTO TTepeHoca reroB (Intrieri, Buiatti, 2001).

Wupyknus rajuioB ¥ OMyXoJeHd Ha pacTeHHH-XO3SHHE —
OJIMH M3 OPUTHHAJBHBIX CHOCOOOB KOJIOHHU3ALUHN PACTCHUI
OMOTPOPHBIMU TATOTEHAMH, IPH KOTOPOM aHOMAaIbHOE
paspacTaHMe PacCTHUTENbHBIX TKaHEH CO3/aeT JUIs MaroreHa
XOPOIIO 3alUIICHHYIO Cpely OOUTaHUS C JIOCTYITHBIM HC-
TOYHUKOM NUINH. Bee 310 nocturaercst «penporpaMMupoBa-
HHEM) 3apaKCHHBIX PACTUTEIBHBIX KJIECTOK O] JCHCTBHEM
CHTHAJIOB, OCTYMAIOIIMX OT Natorena. Kak npaBuio, Takumu
CUTHAJIaMU CITyXaT (PUTOTOPMOHBI, CIOCOOHOCTD K CHHTE3Y
1 CEKPEIMHU KOTOPBIX COCTABIISIET XapaKTEPHYIO 0COOCHHOCTD
OITyXO0JIb-WH/LyIUPYIOLIMX OPraHU3MOB. Pe3ysbraTtom Takoro
perporpaMMHUpOBaHNs CTAHOBUTCS CO3/IaHKE ITyJ1a AEAIINX-
cs1 HeuddepeHIMPOBaHHBIX KICTOK ((paKTHUECKH — HOBOM
MEpPUCTEMBI ), KOTOPBIH 3aceNsAeTCs HaTOTeHOM M 3aTeM B TOH
WA WHOU CTETIEHU MPHOOpEeTaeT YepThl BTOPUIHON Tudde-
peHuMpoBKH. PsjoMm mccienoBaresnei moka3aHO CXOJCTBO
OITyXO0JIeH ¢ HOpMaJbHBIMU MEPUCTEMAaMHU Ha OCHOBE I'MCTO-
normdgeckoro crpoenus (Ullrich, Aloni, 2000; Burorpamosa
u ap., 2015; Lebedeva et al., 2015) u sxcnpeccuu reHOB
MEpUCTEMHBIX peryistopos (JIytosa u ap., 2008; Testone et
al., 2008; Bunorpanosa u 1p., 2015; Lebedeva et al., 2015).
HHTepecHo, 4TO HEKOTOPbIE M3YUYCHHBIC THIIBI OITYXOJICH
pacTeHuil MPOUCXOAAT U3 NEPULUKIA — [LUIIOPUIIOTEHTHOU
narepansHOil MepucTemsl (De Buck et al., 2000; Lebedeva
etal., 2015).

Haunbonee u3y4eHHBIH OMyX0Ib-HHIYIUPYIOUIHA QUTO-
MaToreH — BOo30yuTeNIb KOPOHUATOTO raymia Agrobacterium
tumefaciens — BBI3BIBACT BCTPAWBaHHWE B TCHOM PACTEHUH
T-JIHK, yuacTka miua3Mujibl, COAEpPKAIIET0 reHbl OMOCHH-
Te3a OMHMHOB M T€HBI (PUTOTOPMOHAIBEHOTO METaboIH3Ma.
DKcrpeccHs MOCIEAHUX NPUBOAUT K (POPMHUPOBAHHUIO
OILyXOJIM, U3BECTHOM I10J] HA3BAHUEM «KOPOHYATBIN Iajuny,
y mUpoKoro kpyra BunoB pactenuii (Garfinkel et al., 1981).
Koponuarslii rajut nmpezacTasisieT co00i THIMNYHYIO OITyXO0JTh,
KOTOpast XapaKkTepu3yeTcsi ObICTPOH Iposudepanueii KIeTok,
CHOCOOHOCTBIO K TOPMOH-HE3aBHCUMOMY POCTY H TTOJTHOH
norepeid criocodHoctn Kk perenepanuu (Ahuja, 1998). Mo-
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JIO/I0M KOPOHYATBIN TaJljl BOBHUKAET Kak Hean(phepeHuupo-
BaHHAas Macca KJIETOK, B JAJIbHEIIIIEM MOXKET MPOUCXOAUTD
BTOpHUYHAs MU(QepeHInpoBKa HEKOTOPBIX THUIIOB TKaHEH,
Hanpumep nokpoBHbIX U ¢uioambl (Ullrich, Aloni, 2000;
Veselov et al., 2003). T'ncTonmornyeckuii aHaIN3 OMyXOJei,
WHIyIIMPOBAHHBIX A. fumefaciens Ha TOpoxe, O3BOJIHI BbI-
SIBUTh B HUX MEPUCTEMAaTHYECKHE CTPYKTYPbI, BHEILIIHE HAIIO-
MuHatome KAM u copepxaliine MeaKue KJIETKU C INIOTHON
IIUTOILIa3MON. AHAJIN3 pactpeeIeHUs NPoar(epupyrommx
KJIETOK B OITyXOJISIX C [IOMOIIBIO MEUEHOTO aHAJIOTa TUMH/IMHA
5-3THHWI-2-e30KCHY PUIIHA, TIOKa3aJl, 9TO POIH(EePHpyIO-
IIME KJIETKH B OITyXOJISIX COCPEIOTOUCHBI B TAKUX MEPHCTEMO-
nof00HbIX CTpyKTypax (Bunorpanosa u np., 2015).

V3BecTHBI eIle HEeCKOJIBKO BHUIOB Tajulo00pasyomux
Oakrepuii — Pseudomonas savastanoi, Pantoea agglomerans,
Rhodococcus fascians, KOTOpble BbI3BIBAIOT ()OPMHUPOBAHKE
raJyIoB C OTPaHUYEHHBIM POCTOM. MHIYKIHS raioB STHMH
OakTepHus MM TaK)Ke TECHO CBS3aHA C MX CIIOCOOHOCTBHIO
K 6nocuHTesy LIK n aykcrHOB, KOTOpast ONpeessieTcs mias-
MHJHBIMH WM XPOMOCOMHBIMH I'€HaMH; T'€Hbl OHOCHHTE3a
(bUTOrOpMOHOB Y TaNII000pa3yIomuX OaKTepHii IEMOHCTPH-
PYIOT BBICOKHI YPOBEHB CTPYKTYPHOTO U (DYHKIIHOHAJIBHOTO
CXOJICTBA JIPYT C APYTOM U ¢ TeHaMu A. tumefaciens, HO He
criocoOHbI BcTpanBarkesi B TeHoM xo3simHa (Glass, Kosuge,
1988; Vandeputte et al., 2005; Chalupowicz et al., 2009).

K unaykuum onyxoneBoro pocra y pacTeHUN TakKe Ipu-
BOJHT 3apa’keHHE HEKOTOPHIMU BHAAMHU (PUTOMATOTCHHBIX
rpuOOB, cpean HUX Haubojee U3yUueHbl TOJIOBHEBbIE IPUOBI
nopsinka Ustilaginales: manpumep, Ustilago maydis BeI3pIBaeT
o0pazoBaHMe OITyXO0JIel Ha IToyaTkax KyKypyssl, U. esculenta
o0pa3yeT KpyIHbIe «ChelNOOHBIC TraJlIbly HA 3J1aKe Zizania
latifolia (Chung, Tzeng, 2004). MHorue rpuodsI, mapasu-
TUPYIOLINE Ha PacTeHMSAX (HE TOJBKO rayuroodpasyrolnue),
CIIOCOOHBI K OMOCcHHTE3y 1 cekpernn puroropmonos (Chung,
Tzeng, 2004). Tax, y U. maydis Ob111 WASHTUPUINPOBAHBI
reHsl iadl v iad2, kopupytomue gpepmenTs! Onocunresa YK
(Reineke et al., 2008). V cnopeiabu (Claviceps purpurea)
UJICHTH(UIMPOBAH YHUKAJIBHBII reH OHOCHHTEe3a IUTOKHHH-
HOB CpIPT-LOG, KOTOPBIH KOAUpYeT THOPUAHBIN (DEepMEHT,
00BEIUHSIONNI B ceOe (PyHKIIMOHAIBHBIC JOMEHBI OCIIKOB
IPT u LOG, xatann3upyromux Ba MMOCJIe0BATEIFHBIX dTara
omocunTesa mutoknHHOB (Hinsch et al., 2015). Crioco6HO-
crbto k cexpern MYK u [IK obnamaer Taxke omyxolb-HH-
Iynupytomee npocreitee Plasmodiophora brassica — Bo3-
OynuTens karrycTHoH kuitsl (Devos et al., 2006), a Taxoke psn
raJUIOMHIYIUPYIOIKX wieHucTonorux — kierieit (De Lillo,
Monfreda, 2004) u macekombix (Tooker, Helms, 2014). Tem
He MEHee TeHbl, peryinpyronpe OnocuaTe3 aykcuuos u LK,
y 9THX (UTONAPA3UTOB MOKAa He OOHapyxeHbl. HekoTopsie
HCCIIENIOBATEH CYUTAIOT, YTO CHHTE3 (PUTOTOPMOHOB Y 9THX
OpPraHW3MOB OCYIIECTBISIETCSI CUMONOTHYECKUMHU OaKTe-
pusimu (Giron, Glevarec, 2014). IloBblieHne copepxanus
SHAOTEHHBIX (PUTOrOpMOHOB, B ocobenHoctn YK n LK,
OBUIO TIOKAa3aHO TAKKe ISl CHOHTAHHBIX OIyXOJICH PasHBIX
tunos (Ahuja, 1998; Matveeva et al., 2004; Lee et al., 2004).

Bo3moxxHOl mMunieHeto aeictsus aykcuHoB u LK mpu
WHJTyKIIUH OITyXOJIEH CTAHOBSITCS TEHBI, KOANPYIOILINE MEPH-
cTeM-creuu(pUIHbIe TPAHCKPUTILIMOHHBIE (hakTopbl. Tak, pu
3apakeHUH PaCTeHUN Mapa3suTHIeCKuM rpudom Taphrina de-
formans, BBI3BIBAIONIMM 00JIE3HB KyPUaBhIX JIMCTHEB IIEPCHKA
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U CJIUBBI, UMEET MECTO aKTHBanus sxcrpeccuu rena KNOPE,
opromnora rena KNATI apabumoricuca, mpudeM 30HBI €ro
9KCIIPECCHH COBITA/IAIOT C YIACTKAMH IPOJIU(Eepariiy KICTOK
nanucaanoit mapeuxumsl (Testone et al., 2008). AxruBarus
skcpeccun reHa RsKNATI oTMedeHa Takke MPpH Pa3BUTHU
CTIIOHTAHHBIX OITyXOJICH Ha KOPHSIX MHOPEIHbIX JIMHUH pean-
ca (JIyrosa u mp., 2008). HegaBHo ObUTO MOKa3aHO, YTO MPU
poOCTe KOPOHYATOIO Tajjla Ha TOPOXe MMEET MECTO aKTHBA-
st skcnpeccun reHa WOXS (Bunorpanosa u np., 2015).
B crioHTaHHBIX OIYXOJISIX Y MHOPEIHBIX JTMHUN PENCa TaKKe
MMeeT MECTO aKTHBAIMs dKcmpeccun WOXS, mpudem K-
MIPECCHSI 3TOTO T'eHa COCPEA0TOUEHa B 30HAX Mposndepann
KJIETOK M PUJIEraeT K MaKCUMyMaM KOHIICHTPAIMU ayKCHHA
(Lebedeva et al., 2015). Eme onna MepucTeM-Crieiu(pUIHBINA
TeH, AKTUBUPYIOIIUICS IPU Pa3BUTUH omlyXxonel, — SHR, ak-
TUBALSI SKCIIPECCUH KOTOPOTO OOHApYKEHA B OITyXOJISIX, MH-
JTyIHMpOBaHHEIX arpobakrepueii (Bunorpamgosa u ap., 2015).
Hecxkonbko nHas cTpaTerys HHIYKINU OIyXoJel Ha pac-
TEHUH-XO35IMHE CBOMICTBEHHA HeMaronaM ponoB Globodera,
Heterodera n Meloidogyne, mapasuTupyIommuM Ha KOPHSX.
O0pazoBaHKe TaKUX OIYXOJICH HHTyIUPYETCsl IPH BIIPHICKHU-
BaHWMU B TKAHW KOPHsI CEKPETa IIOTOUHBIX XKeJe3 HeMaTo/Ibl,
KOTOPBII COIEPKHUT OEJIKH, OUEHB CXOIAHBIE C PACTUTEILHBIMHU
CLE-nentunamu (Wang et al., 2005; Huang et al., 2006).
Hexotopsie CLE-nentuabl HeMaTo HAEAIbHO «MUMHUKPH-
pytom» on CLE-nienrtus pactenmii. Hanmpumep, CLE-nomen
nentuna HsCLE2 Heterodera schachtii nIeHTHYICH TAKOBOMY
y xopHecnenuduunbix nentuaoB AtCLES u AtCLE6 apa-
6umoricuca (Wang et al., 2011). YcranoBneHo, 9TO «HEMATOA-
uble» CLE-nienTu/is1, Hapsay ¢ «pacTUTEILHBIMIY, TIPOXOIST
MOCT-TPAaHCISIUOHHYI0 MOAM(PUKAIUIO B PACTUTEIbHOM
kietke (Chen et al., 2015) u B3anMOAEHUCTBYIOT C OTHUM U3
pacturenbHbx penentopoB CLE-nentunos — CLV2/CRN
(Replogle et al., 2011). O BbicoOkOM (pyHKIIMOHAIBHOM CXOJI-
CTBE «HEMATOMHBIX» M «pacTuTenbHbix» CLE-mentnnos
CBUJICTEIILCTBYET BBISIBICHHAS y psina «HemaronHbsix» CLE
CIIOCOOHOCTh KOMIUIEMEHTHPOBATh MyTaluio c/v3 y apadu-
noricuca (Lu et al., 2009). Bmecte ¢ Tem CLE-nientuapt Mo-
TYT Y4acCTBOBATh B Pa3BUTHH JIPyTHX THIOB oryxoiner. Tax,
akTuBanus 3xcrpeccun reva CLE41, xomupyromero CLE-
METITH], HEOOXOIUMBIH AJIsI TOAEPKaHNs KaMOWsI, BBISIBIIEHA
MIPY U3yYCHUHU TPAHCKPUIITOMA OITYXOJICH, MHTyTUPOBAHHBIX
arpobakrepueii (A.A. TkaueHKO, yCTHOE COOOIICHHUE).

Mepucrtembl Kny6eHbKOB:
COBMeCTHOe npeanpuATme
no pa3paboTke NPUPOAHbIX PpecypcoB
K BTOpHYHBIM MepHCcTEMaM, KOTOpbIe GOPMUPYIOTCS de novo
IIPY ONPEJIEJICHHBIX YCIOBHUSIX, MOYKHO OTHECTH MEPHCTEMBI
CIELIAIM3UPOBAHHBIX OPraHOB, TAaKUX Kak a30T(QUKCHPY-
fonre KiyOeHbKkH, oOpasyromuecs: Ha KOPHsIX 0000BBIX
pacteHuii ipu cuMOHo03e ¢ OakTepusMU-pu300HusIMu. Kiry-
OeHpKH 00pa3yroTcs B pe3yiapTaTe CUTHAJIBHOTO OOMeHa
MEXIY PaCTCHHEM-XO3SUHOM, BBIACISIONMM (DIaBOHOMIBI,
U PU300MSIMHU, CEKPETUPYIOIUMHI CUTHAJIbHBIE MOJIEKYJIBI
JUMOXUTOONIUTOcaxapuIHoi npuponasl Nod-dakropsr. Boc-
NpHUATHE OAKTEPHABHBIX CUTHAJIBHBIX MOJIEKYIl PACTCHUEM
BBI3BIBACT PsiJi MOP(OIOTHUECKUX U (PU3HOIOTMIECKUX U3-
MEHEHHUI B KOPHEBBIX BOJOCKAX, 3@ CYET YEro CTAaHOBHUTCS
BO3MOXKHOI1 OaKTepHaTbHas KOJIOHU3ALHUs PACTCHHA-XO35HHA.
leHeTuKa pa3BuTnA
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OnHoBpemeHHO ¢ 3TuM Nod-(haKkTopbl JUCTaHIIMOHHO CTH-
MYJUPYIOT KJIETKH TIEPUINKIIA, BHI3bIBAS B HUX IIEPECTPONKY
IIUTOCKENETa W NpoIH(epalfio KIETOK KCHIEMHOTO TIepH-
LUK U MPHISKAIMX K HAM KJIeTok kopbl (Timmers et al.,
1999). Y 6060BBIX pacTeHHI C HEIETSPMHUHNPOBAHHBIM THITOM
KITyOSHBKOB M3 KJICTOK ITEPUIIMKJIIA 3aKJIAIbIBACTCS CAMOTIO/-
Jiep KuBarolas MepucTeMa, oaroaapst akTuBHOCTH KOTOPOH
nmponopkaeTcs poct Kiryoenska (Crespi, Frugier, 2008).

Y 6000BBIX pacTeHNH CyIIECTBYET TaK Ha3bIBaeMasi CHCTE-
Ma aBTOpEryJIsiHY KIIyOeHbKo00pa3oBaHus (aHrI. autoregula-
tion of nodulation, AON), ocymiecTBIsIONIast CHCTEMHBIN KOH-
TPOJIb PA3BUTHS KIyOCHBKOB Ha YPOBHE II€JIOT0 OPraHU3Ma.
AON mnpezicraBisier cO00# MEXaHN3M, TOCPEIACTBOM KOTOPOTO
pacTeHne HHrHONpYeT JambHelIIee OpMUPOBaHIE KITyOSHb-
KOB Ha KOPHSIX ITOCJIE TOTO, KaK ykKe 00pa30BaINCh HECKOIBKO
nepBbIX KiyoeHbkoB. B AON y Bcex M3ydeHHbIX 000OBBIX
BoBnedeHa CLV | -nomgobHnas perenrropras kunaza (Oka-Kira,
Kawaguchi, 2006); mytanuu B rene CLV 1-nogo0Ho# knHa361
(MtSUNN Medicago truncatula/ LiHARI Lotus japonicus/
PsSYM?29 Pisum sativum/ GmNARK Glicine max), nipuBo-
JT K cynepkiryoeHbkooOpasytomemy (enorumy (Searle et
al., 2003; Schnabel et al., 2005; Okamoto et al., 2009). Kax
MOKA3aJIi IKCIIEPUMEHTHI C IPUBUBKAMH, CYNEPKITyOeHBKO-
oOpazyromuii HEHOTHUI TAKUX MYTAaHTOB ONPEAEISIETCS HO-
0eroBoii 4acTplo pacTeHus, TakuM oopazom, CLV 1-nogobHast
KnHa3a, BoBiedeHHas B AON, ¢yHKIIHOHUpPYET B modere.
AON HHHUIIMUPYETCS B XOJI€ Pa3BUTHH KITyOCHHKOB CHHTE30M
CHUTHaJIa, MOCTYMHAIOIETo U3 KOpHEH (Tak Ha3bIBa€MBbIil CUTHAI
‘Q’), xotopsrii mpencrasiser codoir CLE-mentuasr: y mMo-
JIenbHBIX 0000BBIX pactenuit (M. truncatula, L. japonicus)
Obutn BesiieHbl CLE rensl (MtCLE13, LjCLE-RS1, LijCLE-
RS2), sxcipeccust KOTOPBIX CHENN(UIHO aKTHUBUPYETCS TIPH
KiyoenbpkooOpazoBanuu (Okamoto et al., 2009; Mortier et
al., 2010). Csepxakcnpeccusi Takux CLE reHOB NpHUBOJMIIA
K CHCTEMHOMY ITOJJaBIICHHUIO KIyOeHBRKOOOpa30BaHMS Y pac-
TEHHWH JTUKOTO THIIA, HO HE y CYNEpKIyOeHbKOOOPA3yIOINX
MyTaHTOB ¢ noreped gpynkuun CLV1-nogoOHOrO penento-
pa LjHAR1/ MtSUNN/ PsSYM29 (Okamoto et al., 2009;
Mortier et al., 2010; Osipova et al., 2012). Ha ocHoBaHUM
TakuX JaHHBIX npeanonaratot, uto CLE nentuast MtCLE13,
LjCLE-RS1, LjCLE-RS2 sBnsrorcs nmurangamu LRR-RLK,
BoBlIeueHHBIX B AON, 0HaKo K HACTOSIIEMY BpPEMEHU
nepemenenue dTux CLE-nenTunoB u3 KopHel B HA3eMHYIO
4acTh PacTeHHWH HE OBUIO MOATBEpKIeHO. Bocmpusarue mo-
cTynuBHIMX n3 Kiryoenbka CLE-enTnioB okann3oBanHON
B yucThsix CLV 1-110/100HO0#1 KHHA301, T0-BUIHMOMY, IPUBO-
JUT K (hOPMHUPOBAHUIO HOBOTO CHUTHAJIA, TIOCTYTAIOIIETO U3
robera 1 MojIaBIISIOIIEro Pa3BUTHE KIIyOSHBKOB, OHAKO €0
NpUpoJa HEe UASHTU(DHUIINPOBAHA.

MumieHpio CUTHAIBHOTO TyTH, HHAynnpyemoro CLE-
nentugamMu B AON, ciyxut ren WOX5. Dxcpeccust 3Toro
reHa MHAYLHMPYETCsl IPH 3aKiIaJike KIIyOeHbKa U B JlaJIbHEH-
IIIEM COXPAHIETCs] HA PAHHHUX CTAIMAX €r0 Pa3BUTHSA B KIIy-
OeHbKOBOI MepucTeme. Y CynepKiIyOeHbKOOOPasyIoIIero My-
TaHTa JIIOLUEPHBI sunn ¢ norepert Gyukuun CLV 1-nogodHoro
penenitopa, ydacteyiomero B AON, HaOmogaeTcsi MOBBI-
HIEHHBII ypOBeHb dkcnpeccuu MtWOX5, u 30Ha dKcIipeccuu
9TOro reHa 3HauuTeNbHO paciupena (Ocumnosa u ap., 2011;
Osipovaetal., 2012). 'er WOX5 B MepucTeMe KITyOeHBKA, TAK
ke, kak 1 B KAM, aktuBupyercs aykcuHoM. [lo-Buaumomy,
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HaKOIJICHUE ayKCHHA B KIIyOCHBbKE TaK)Ke KOHTPOJIUPYETCS
mexanmsmMamu AON: Tak, y MyTanTa harl ¢ HapylieHHEM
B rere CLV I-niono6Horo penentopa, BosiaeueHHOTo B AON,
pacimypeHa 30Ha ¢ MOBBIIICHHBIM COJEP)KaHHEM ayKCHHA
B KOPTUKAJIBHBIX KiIeTkax (Suzaki et al., 2012).

Jpyro#l BaXHBIH perynaTop pa3BUTHS MEPUCTEMBI KITy-
OeHbKa, TOMHMO B3aUMOJICHCTBYOIIEH C ayKCHHOM CHCTEMBI
WOX-CLAVATA, nexamieit B ocHoBe AON, — IIUTOKUHUHBI
n B3anmoyeiicteytomue ¢ HuMu T KNOX. TTorepst ¢yHk-
LU HUTOKMHUHOBBIX PELENTOPOB Y MYTAHTOB L. japonicus
u M. truncatula TpUBOIUT K TIOIABICHUIO KITyOSHBKOOOpa30-
BaHMsA. B TO e Bpems 1pu pa3BUTHH KITyOCHBKOB y Pa3HBIX
BUI0B O00OBBIX BBISIBIICHA aKTHBALMSI TPAHCKPHUIILIMI T€HOB,
KOAMPYIOIIUX KOMIIOHEHTHI NEPeAadyn CUrHajla IIUTOKUHU-
HOB — peryiaropos otBeta (RR) A n B tunos (Gonzalez-Rizzo
et al., 2006; Plet et al., 2011; Azarakhsh et al., 2015). beuia
ycranoBneHa poib OenkoB MtRR1 (RR B-tuma) m MtRR4
(RR A-Tnna) B KauecTBE MO3UTHBHOTO U HETaTHBHOTO PEry-
JSITOPOB KITyOeHbKoOOpa3oBaHusi, coorBercTBeHHO (Op den
Camp et al., 2011; Ariel et al., 2012), npuaem T® MtRR1
HEMNOCPEJCTBEHHO KOHTPOJIUPYET IKCIpEccHIo reHa MtRR4,
00pa3ysi HeraTUBHYI0 00paTHYIO CBsI3b B 3TOM cucteme (Ariel
et al., 2012). HemaBHO TOKa3aHO, 9TO B OTBET Ha MHOKYJIS-
[IUI0 PU300MSAMH B TEPHIUKIIE KOPHS TOPOXa U JIFOLEPHEI
MMEET MECTO aKTHUBALUSI SKCIIPECCUH OIPEeICHHBIX TeHOB,
PETYIUPYIOMNX /IBA MOCIIEJOBAaTEIbHBIX Tana OMOCHHTE3a
LK, — IPTwu LOG (Azarakhsh et al., 2015). CxonHas mu-
HaMHKa SKCIpeccuu Oblia oTMeudeHa Juist reHoB MIKNOX3
n PsKNOX3, XonupyIomux roMeooMeH-conepkamue Td
KNOX knacca II. bonee Toro, cBepXsKCIpeccHsl FeHOB
KNOX3 npuBoanT k 00pa30BaHHIO CHOHTAHHBIX KITyOSHBKOB
6€3 MHOKYIISIIMN PU300MAMH, YTO CBHUIETEIBCTBYET O POIH
T® KNOX3 kak BaKHEHIIIET0 peryisTopa pa3BUTHS KIIyOCHb-
koB. [Tockonbky B I[IAM rensl /PT u LOG ciyxaT IpSIMbIMU
muteHssMu T cemeiictea KNOX (Jasinski et al., 2005; Yanai
et al., 2005), Bepositho, yro T® KNOX3 MoryT ObITH BOBIIE-
YeHbl B aKTUBALIMIO [IUTOKUHMHOBOTO OTBETA B MEPUCTEME
kimyOenpka. JlelicTBuTenbHO, cBepxaIKcnpeccus MtKNOX3
MIPUBOJIUT K aKTUBAIMHU SKcnipeccun reHoB MILOG2 u MtIPT3
B «ITYCTBIX» KITyOSHbKaX, CIIOHTAHHO Pa3BUBAIOIINXCS Ha KOP-
Hiax, a PHK-unTepdepennus 3Toro reHa — kK 3HaYNTEITHHOMY
CHIDKEHHIO ypOBHeH nx skcrpeccun (Azarakhsh et al., 2015).

3aknioyeHune

Wrak, B HacTOSIIIEE BPEMsI BBISIBIICHBI MEXaHN3MBI ITO/|/IepiKa-
nust CK B pasHbIx THnax Mepucrem. Kak yerko yoenurbcs,
HanboJiee KOHCEPBAaTUBHBI U3 HUX MEXaHU3MBbI, KOTOPBIE 3a-
BucsT ot cucteM WOX-CLAVATA. x paboTa momiep>KkuBaet
OTpeIeNIEHHOE KOJIMYECTBO KJIETOK B MEPUCTEMaxX, a TaKxKe
6ananc mporudepannn U nuddepenmuposkun CK. Ponp
cucreM WOX-CLAVATA u apyrux peryiasiTopoB pa3BUTHUS
B IOJIEP’KAaHUM Pa3HBIX TUIIOB MEPUCTEM INpe/ICTaBlICHA Ha
PHCYHKE.

Panee cunranock, uto reHsl WOX 00yCIIOBINBAIOT TAaKXKE
UJEHTUYHOCTb MEpPUCTEM. JIeHCTBUTEIBHO, SKTONHUYECKAs
skcmpeccust TeHa WUS B KOpPHSX TPaHCTEHHBIX PacTeHUH
MPUBOANIIA K JOPMHUPOBAHUIO HAa KOHUMKAX KOPHEH 3eJICHBIX
JIMCTONOIOOHBIX CTPYKTYP, COACPIKALIMX CIIeU(PUIHBIC IS
JMCTHEB TUIBI KIETOK (TPUXOMBI, KJIETKH YCTBHII); y psijaa
pacTeHuit mpoucxoamwio (HOpMUPOBAHHE HA KOHUMKE KOPHS
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Cnctembl WOX-CLAVATA 1 gpyrue perynatopbl pasHblX TUMOB MEPUCTEM.

a - B noberosoii anvikanbHoi mepucteme (MAM) skcnipeccns reHa WUS B opraHmsytoLiem LieHTpe HeraTMBHO perynunpyeTca
nentugom CLV3 npu ero cBA3bIBaHUM C peLienTopHbIMM NpoTenHKnHasamm CLV1, CLV2/CRN n RPK1; TpaHCKpuUnuroHHble GakTopbl
KNOX 1 UMTOKMHWHBI HeobXxoAMMbI ANA 3aknaaku MAM B sMbpuoreHese 1 NoaaepaHna nponudepaLn ee KNeTok B NoCTIMOpu-
OHanlbHOM Pa3BUTUN; 6 — B KOPHEBOW anunKanbHoi Mepucteme (KAM) akcnpeccus reHa WOX5 B opraHumsyioliem LieHTpe HeraTuBHo
perynupyetca nentuaom CLE40 npu ero cBA3bIBaHWUM C peLienTopHON npoTenHKnHaso ACR4; ana 3aknafku opraHusyoLlero
LeHTpa KAM Heo6xoAUMbl ayKCHHbI 1 aKTVBHOCTb TPAHCKPUMLUMOHHbIX pakTopoB SCR 1 SHR, TpaHcKpunumoHHble dakTopbl PLT
HeobXoAMMbI ANA CO3[aHNA NOKaNbHOrO MakCMMyMa KOHLIEHTPaLUM ayKCMHOB; 8 — B Npokambuu (a 3aTem B Kambum) sKkcnpeccua
reHa WOX4 nosutusHo perynupyetca nentugamu CLE41/42/44 npn nx cBA3bIBaHNM C peLIeNnTOPHON NpoTenHK1Ha3om TDR.

2 — B NepuLMKIe He SKCNPeccupyroTca «cobcTBeHHbIe» WOX reHbl, HO Npu onpefenieHHbIX YCNIOBUAX 1 NMPU MHAYKLWN SKCNpeccnmn
onpepaeneHHbIX reHoB WOX OH MOXeET flaBaTb Hauasno pasHbIM TUMAaM MepUCTeM: 0 — MEXINYUYKOBOMY KambuIo (B KOTOPOM dKcnpec-
cnpyetca WOX4); e — 60KoBbIM KOPHAM (KoTopble perynupytotca cuctemonn CLE40-ACRA-WOXS5); x — mepucTeMam CUMOMOTNYECKUX
Kny6eHbKOB (KOTopble y NiloLepHbl perynupyiotca cneunduyHbiM ana knybeHnbkos nentugom CLE13, ero peuyentopom SUNN, pabo-
TaloWMM B INCTbAX, U reHom WOX5); 3 - nprMopanam Kansyca, B KOTopbix akcnpeccupyeTca WOXS5 n koTopble MOryT AaTb Hauano

coMaTU4ecKUM SMbprioHam, Hanpumep, npu akcnpeccun WUS (u), unmn onyxonam, B KOTOpbIX TakxKe skcnpeccupyetca WOX5 (k).

@ - CLE-nentug; * - Peuentop CLE-nentugos;
perynatopsbl.

3€JICHOTO KaJulyca, coiepiaiiero auddepeHupyomuecs

sm6pronasl (Gallois et al., 2004). Ho B To ke BpeMs «B3au-

Mo3aMeHsgeMocTby WOXS5 u WUS, npoaeMOHCTpUPOBAH-

Has B onbiTax A.K. Sarkar ¢ komteramu (2007), a Takxke

aKTUBHOCTH WOX5 B pa3HOOOpa3HBIX THUIAX MEPHUCTEM

«xopHeBoro» npoucxoxaeHust (KAM, kamryc, omyxomnu,

KJIyOeHbKH) HE MOATBEPKIAIOT ATy TOYKY 3peHHs. MOXKHO

BBICKA3aTh CIEKYJISATHBHOE MPEANOI0KEHHE O TOM, UTO

reasl WOX onpenensiorT UASHTHYHOCTDh HE KaKIO0ro THIa

MepHucTeM, a 1ellod ux rpynmsl. Harnpumep, Ha Tpu 060Iib-

MIAX TPYIIBI MOKHO Pa3l€NUTh BCE BBILICTICPEUHCICHHbIE

MEpHCTEMBI:

Anukanpueie MmepucteMmbl ([IAM, KAM) u noxoxue Ha
HUX (KITyOCHBKOBBIE MEPHUCTEMBI, OITyXOJIH, IIPUMOPANU
Kajuryca). XapakTtepHasi ocoO0eHHOCTh AM u OIM3KHX
K HUM MEPUCTEM — HaJIn4Ke JIN0O0 YETKO OPraHn30BaHHbIX
OLl, mn60 x0Ts OBI JOKATM30BAaHHBIX KOMITAKTHBIX TPYTIIT
CTBOJIOBBIX KJICTOK. Perynupyrorcst OHM OJTM3KUMHU TeHaMU

- TO WOX; WOXS5 - komnoHeHTbl cictem WOX-CLAVATA; KNOX — gpyrue

WUS n WOXS5, xoTopbI€ B 3BOJIOILNH PA3ACIIINCh CPAaBHU-
TenpHO HenmaBHO (Nardmann et al., 2009). Hammaue OL] v
CXOJTHBIX C HUIMH CTPYKTYP, B KOTOPBIX SKCIIPECCUPYIOTCS
WUS/WOXS5, obecieunBaeT AM H0ONTyI0 KU3HB, HO, KaK
ToNbKO 3Kcmupeccus WUS/WOXS mpexpaimaercs, Bech
3anac CK takoit AM anddepeniupyercs B CrienuaIn3m-
POBaHHBIE KJIETKH, ¥ OHA MPEKpalIaeT CyleCTBOBAHHE.

JlarepanbpHbIe MepHCTEMBI (IpokamMOuii, kamOuit). Mx ocoben-
HOCTh — orcyTcTBre OLl mim 4ero-to Ha HUX ITOXOXKETro.
[Tyn CK B JIM nipezcTapisier coOOH O4eHb MPOTSIKEHHYIO
Y OJHOPOIHYIO TPYIIy (CJO¥); TONTOBpEMEHHAs KU3Hb
TaKUX MEPUCTEM OMPEACISCTCS HE COXPAHCHNUEM «SIapa»
(OID), xax B AM, a 1pyruM NPUHLIUIOM PEryJsIUU: CH-
ctema CLAVATA, pabotaromas B JIM, He orpaHn4mBa-
€T, a MOAJICP)KNBACT CTBOJIOBBIE KieTKH. Perymsarop JIM,
WOX4, otnruaetcs ot apyrux WOX Toii ke BeTBU U HE
MOYKET KOMITJIEMEHTHPOBATh moTepto ux ¢pynkuuu (Dolz-
blasz et al., 2016).
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«HeomnpeneneHHbie» UM BPEMEHHBIE MEPUCTEMBI — Te€,
B KOTOPBIX OTCYTCTBYET 3Kcmpeccust TeHoB WOX. Otu
MEpPHUCTEMBI )KHUBYT Henonro (HeanddepeHIupoBaHHbINA
KOMIIAKTHBIH KaJuTyC, paHEeBON KaJIyC, IIEPULIUKIT), 3aTeM
OHM MO0 THOHYT, 160 TpaTaT cBoii 3amac CK, 6o B HUX
HauuHaeTcs 3kcnpeccus WOX, n OHH NpeBpaIIaloTCs B
KaKOW-JIOO 13 TUIIOB «JIOJNTOXKUBYILUX» MEpUCTEM. SIpKuit
NpUMep — NEPULIMKII, KOTOPbII MOXKET 1aBaTh Hadyano [TAM
pereHepupyonux moderos (Mpu MHAYKIMN SKCIPECCHN
wUS); KAM npumopaueB BK, mepucrembl ki1yOeHBKOB,
oIy xoJtH (TipH akTuBaI WOXY5), MEeXKITyIKOBOMY KaMOHIO
(Ut 3TOTO HA/IO HAYATH HKCIIpeccupoBate WOX4).
PasHble BapraHThI pa3BUTHSA MEPUCTEM B IIpe/iesiax IPyTIb]

MOTYT OTIpeaensaThes Apyrumu Td, puroropMmonamu, Apyru-

MU PEryasiTOpaMu, KOTOpbIe OYEHb PA3INYAIOTCS B Pa3HBIX

Mmepuctemax. Hanpumep, ITAM perynupyercss HTUTOKMHUHA-

mu 1 KNOX, a KAM — aykcunamu, PLT u SCR/SHR, xots

npuHuun ycrpoiictsa cucreM WOX-CLAVATA y Hux noutu

OJIMHAKOB.
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CucTeMHO-OMoOJIornueckmii aHanams reHa WOX5
11 ero QVHKIIMI B HUIIIEe CTBOJIOBBIX KJIETOK KOPHSI

E.A. Omenxopal 2@, H.A. Omeabsuuyk! 2, M.C. Casunal> 2, T. [Tactepnax®, H.A. Koauanos! 2, E.B. 3emasuckas’

T ®epepanbHoe rocynapcTBeHHoe 6lof)KeTHoe HayuyHoe yupexaeHne «DeaepanbHbli NccnefoBaTeNbCKMii LEHTP VIHCTUTYT LMTONOTN 1 FeHETUKIN

Cunbupckoro otaeneHna Poccrinckon akafemmm Hayk», Hoocnbumpck, Poccuns

2 DepepanbHoe rocyfapcTBeHHOe aBTOHOMHOE 06pa3oBaTesibHOe yUpexaeHue Bbicliero obpasoBaHus «HOBOCUMOUPCKMI HALMOHaNbHbIN

1CCNefoBaTeNbCKNin rOCyAapCTBEHHbBIN YHBepCUTeT», HoBocnmbmpck, Poccua
3 NHcTuTyT 6rionorum |l/ monekynapHoi ¢prsnonorun pacteHuin, Opainbypr, lepmanus

len WUSCHEL RELATED HOMEOBOX 5 (WOX5) kopupyeT TpaHCKpunuu-
OHHbI HaKTOpP, KOTOPLIN ABMAETCA OOHNM U3 OCHOBHbIX PErYNATOPOB
NoAAePKaHNA CTPYKTYPbl U GYHKLMOHUPOBAHUA HALLIN CTBOSTOBbIX
KNeTOoK B KOHUMKe KOopHA pacTeHuin. benok WOX5 skcnpeccupyetca

B KNeTKax NOKOALLEerocs LieHTpa anukaibHOM MepucTeMbl KOPHS,
npegoTepallas AnddepeHUNPOBKY NpUeraLmx K HEMy HMLMA-
new Konymensbl 1 yyactsya Hapagy ¢ SCR, SHR, PLT1, PLT2 B koHTpone
anddepeHUnpPOoBKM APYrX MHMLMANEeNn mepucteMbl KOpHaA. OgHako
feTany MexaHn3moB GyHKLMOHMPOBaHNA 3TOro 6enka HeACHbI.
WOXS5 otHocuTCs K cemenctay WUSCHEL related homeobox (WOX),
pooOHaYanbHMK KOTOPOro, TPAHCKPUMNUMOHHbIN dpakTop WUSCHEL
(WUS), obecneumBaeT nogaepxaHvie HALWY CTBOSTOBbIX KIETOK

B Mepucteme nobera. Cuntaetcs, uto reH WOX5 pusepruposan

oT obuiero ¢ WUS npefika y ApeBHUX MOKPLITOCEMEHHDIX, B Pe3yJib-
TaTe Yyero Npow3oLuna cneuyanm3anmsa HIL CTBOJSTOBbIX KIETOK
nobera n kopHa. OfHaKo BOMPOC AasibHelLEeN AUBEepPreHUnn
CTPYKTYpbl 1 dyHKUMin WOXS5 B npoLiecce 3BONIOLMUN LIBETKOBbIX
pacTeHwuii n3yyeH cnabo. B gaHHOM 0630pe npefcTaBieH CUCTEMHO-
6uonornyecknin aHanuns reHa WOX5 ¢ Lenbio BbiABNEHUA 0COOEHHO-
CTell €ro 3BOSIIOLMN N MEXaHU3MOB GYHKLMOHMPOBaHMA. [Ins 3Toro

B paboTe npoBefeH GpunoreHeTMYeCKNA aHann3 62 aMMHOKUCIIOTHbIX
nocnegosatenbHocTen WOX5 13 ny6nmMyHoO JOCTYMNHbIX 6a3 AaHHbIX,
0606LeHbl NUTepaTypHble AaHHble 0 AoMeHe dKcnpeccun WOX5

y apabugoncuca v 4pyrux BUaoB 1 ero GyHKLUMAX B OHTOreHe3e,
npviBefieHbl pe3ynbTaTbl SKCNEPVMEHTOB MO BbIABEHUIO NEPBUYHbIX
1 BTOPUYHBIX MUALLEHEN 3TOFO TPAHCKPUMUMOHHOTO GaKTopa, a Takxe
06cyaeHbl JaHHbIe O BO3MOXHbIX MeXaHU3Max MPAMOW 1 HenpAMOW
perynaumm skcnpeccun WOXS5. B yacTHOCTY, Gbil NpoBeeH aHanums
NPOMOTOPHbIX obnacTtert reHa WOX5 y 30 BuoB pacteHuii 1 6binm
BbICKa3aHbl rMNoTe3bl 0 BO3MOXHbIX MPAMbIX Perynatopax akcnpec-
cum WOX5 Ha oCHOBaHUM Hannuma COOTBETCTBYIOLMX NOTEHLMab-
HbIX CAalTOB CBA3bIBAHMSA B KOHCEPBATUBHbIX 06/1aCTAX MPOMOTOPOB
reHa WOX5.

KntoueBble cnoBa: pa3BuTNE KOPHA pacTeHNA; anvKanbHaa mepuctema
KOPHS; CTBOJIOBbIE KNETKM PacTeHUI; TPAHCKPUMLUMOHHBIN dpakTop
WOX5; cuctematunieckuin o63op.
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Systems biology analysis
of the WOX5 gene and its
functions in the root stem
cell niche
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WUSCHEL RELATED HOMEOBOX 5 (WOX5) gene en-
codes the transcription factor, which is one of the key
regulators, maintaining structure and functioning of
the stem cell niche in plant root tips. Protein WOXS5 is
expressed in the quiescent center of the root apical
meristem, preventing differentiation of columella
initials and altogether with SCR, SHR, PLT1 and PLT2
participating in the control of differentiation of
other root meristem initials. However, the details

of WOXS5 functioning are unclear. The WOX5 protein
belongs to WUSCHEL related homeobox (WOX)
family, the founder of which is the transcription
factor WUSCHEL (WUS) providing maintenance

of the stem cell niche in the shoot apical meristem.
WOX5 and WUS diverged from a common ancestor
at the base of angiosperms, which resulted in a spe-
cialization of shoot and root stem cell niches. How-
ever, the problem of WOXS5 structural and functional
divergence during angiosperm evolution was poorly
addressed. In this review we present a systems bio-
logy analysis of the WOX5 gene to reveal specific
features of its evolution and functioning. To this end,
we performed a phylogenetic analysis on 62 publicly
available WOX5 amino acid sequences, generalized
published data about WOX5 expression domain

in Arabidopsis and other species and its role in
development, integrated the results of experiments
on identification of primary and secondary targets
for this transcription factor. Data on possible mecha-
nisms of direct and indirect regulation of WOX5
expression were discussed. Particularly, we per-
formed the analysis of WOX5 promoter regions from
30 species. Possible direct regulators of the WOX5 gene
expression were proposed based on the presence
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of putative binding sites for the candidate transcription
factors in conserved WOX5 promoter regions.

Key words: root development; root apical meristem;
plant stem cells; WOXS5 transcription factor; systematic
review.
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€IPEPBIBHBIN POCT PACTEHUSl Ha MPOTSKEHUU BCEM

YKHU3HH 00YCIIOBJICH ITOCTOSTHHBIM ()yHKIIMOHHPOBAHUEM

CTBOJIOBBIX KJIETOK B allMKaJbHBIX MepucteMax (AM)
moOera u xkopHs. Kak nmpasmio, crBonoBbie kieTku AM (Ha-
3bIBaCMble MHUIUAISIMH) MIPETEPIIEBAIOT ACUMMETPUIHOE
JieJIeHe, IPU KOTOPOM OJHA U3 JOUEPHUX KJIETOK OCTaeTcs
CTBOJIOBOM, a Apyras JaeT Hadajo CIEeNNaTU3UPOBAHHBIM
KJIETKaM Toro win uHoro tuma (Boyer, Simon, 2015). bananc
BHYTPEHHHX (DaKTOPOB, KOHTPOJIUPYIOUINX ACHMMETPHYHOE
JICNICHUE CTBOJIOBBIX KJIETOK, OOECIIEUNBAET IMOJIEPKAHNE
UM cTBOoJOoBEIX KieTok (HCK) — ymopsimouennoii ana-
TOMHYECKOH CTPYKTYpbI, HEOOXOAMMOM JUIsl IPaBUIILHOTO
anmkanpHOTO pocTa (Aichinger et al., 2012). B ee ocHoBe —
opranusytomuii neatp (OL]), HerrocpeacTBEHHO KOHTAaKTHPY-
IO co cTBOJOBEIMHU KileTkamu. Kietku OL] (B xopHE oH
Ha3bIBAaETCs MOKoAIIMMes eHTpoM, [11[) xapakTepusyrorcs
HU3KOM MUTOTHYECKOH aKTHMBHOCTBIO M HUTPAIOT KIIIOUEBYIO
POJIb B TOAJEPKAHUN MHIUBUAYAIbHBIX XapaKTEPHUCTUK
KOHTAKTHUPYIOIINX C HUM CTBOJOBBIX KJIIETOK, IOJABIISS MX
mdpepentmpoBky (van den Berg et al., 1997; Scheres, 2007).

KittoueBbIMU peTyssiTopaMy HOJICPKAHUS CTPYKTYPbI
n ¢pyakunonuposanust HCK anukanbHBIX MEpUCTEM SIBIIS-
I0TCSI TpaHCKpUIIIHOHHBIE (hakTopsl (TD), Hampumep, 1Is
HCK xopnst ato PLETHORA1, PLETHORA2 (PLT1/2),
SCARECROW (SCR), SHORT-ROOT (SHR) u npyrue,
a TakXke (UTOTOPMOHBI, TAKWE KAaK ayKCHH W HUTOKWHUH
(Sablowski, 2011; Aichinger et al., 2012; Clark et al., 2014).
CymiecTBeHHBIN BKJIJ B 3TOT Iporiecc BHOCAT maisie PHK u
curHanbHble nentuasl (CLEp). Bee BMecte onn hopMupyiot
CIIO’KHYIO CeTh B3aMMOJICHCTBUI, CHOCOOHYIO BOCTIPHHUMATh
U TIepeiaBaTh Pa3IndHbIe PETYISATOPHbIE curHanbl (Bennett
etal., 2014).

B nonneprkaHun HUIIY CTBOJIOBBIX KI€TOK AM KOpHS Bak-
Hyto pons urpaet T® WOXS cemeiictea WUSCHEL related
homeobox (WOX), npencraBuTenn KOTOPOTO CHennpHIHbI
JUISl PAaCTEHHH M PEryJIUPYIOT Pa3iIMyHbIe dTalbl UX Pa3BH-
tus (van der Graaff et al., 2009). V Arabidopsis thaliana L.
cemeiicteo WOX mpencraBineHo 15 TpaHCKpUNIIMOHHBIMU
(hakropamu. Pononavanpauk cemeiictsa, 6eiok WUSCHEL
(WUS), yuactsyer B monaepxxannn HCK B AM mobera,
KOHTPOJIHMPYSI COXpaHEHHUE IUIFOPHITOTEHTHOCTH CTBOJIOBBIX
kierok (Laux et al., 1996; Mayer et al., 1998), perymupyer
UX KOJIMYECTBO U MAaTTEPH KJIETOUYHBIX JEJICHUH, a TAKXKE Mep-
BbIE 3Tarbl AUGPEPSHIMPOBKN UX KIETOK-TIOTOMKOB (Yadav
et al., 2010). OcranbHbIe TIPEACTABUTEIN CEMEUCTBA (B TOM
gucine 1 WOXS5) ObutH BBISIBJICHBI HA OCHOBAaHUHM CXOJICTBA
MIEPBUYHOIN CTPYKTYPbI KOAMPYIOMIUX UX TE€HOB C MOCIE0-
460
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BaTeNBHOCTHIO TeHa WUS, Omaronapst HATMYHIO KOHCEPBA-
THUBHOTO TOMEO/IOMEHA C XapaKTepHOH cTpyKTypoit (Mayer et
al., 1998; Haecker et al., 2004). ¥ 6enxoB WUS u WOX1-7
MUMEETCS TaKXKe JOTONHUTENIBHBI KOHCEPBAaTUBHBIH MOTHB
(Tax Ha3pBaeMbrid WUS-00KC) IITHHOM B BOCEMb aMHHOKHC-
noTHbIX ocTtatkoB (koHcencyc TLPLFPMH) (Haecker et al.,
2004; Gao et al., 2014). XapakTepHO! 4epTOH OPTOIOTOB
WOXS, no3Bostoniel ommuyarb UX OT JIPYruX MpeacTaBU-
teneii cemerictBa WOX, siBnsiercst Hannuue Tpunentuaa ESK
(TIIOTaMIHOBASI KMCIIOTA, CEPHH, JTM3HH) B TOMEOJJOMEHE Ha
N-xonne JIHK-pacno3natomie cnupany, KOTOPbIA y OCTallb-
HBIX OEJIKOB CEMEHCTBa MPE/ICTAaBIICH C 3aMEHOH ceprHa Ha
mmunyH, T.e. TpunentuaoM EGK (Nardmann, Werr, 2012)
(don. marepuans 11). Cuuraercs, uro reust WUS u WOX5
MUMEIOT MOHO(DMIIETHYECKOE IIPOUCXOXKICHNE, U UX (PYHKIIO-
HaJIbHOE Pa3/ieIeHNe Ha9an0Ch Y IPEBHNUX ITOKPHITOCEMEHHBIX
(Nardmann et al., 2009). OxHako 0 IaTbHEHIICH YBONIONUN
WOX35 y nUBeTKOBBIX pacT€HHH H3BECTHO HEMHOTOE.

VY A. thaliana ren WOX5 sxcripeccupyeTcs B KJIETKax T10-
kosterocst neHTpa AM kopust (Haecker et al., 2004) ([om.
matepuansl 2). Crnenupuueckas sxcupeccus WOXS5 Bo
MHOTOM ONpenesseT opranusyomue coiictsa I111. B act-
HOCTH, OBIIO TTOKA3aHO, YTO MY TALIMH, TIPHUBO/IAIINE K TOTEPE
¢dynxuun WOXS y A. thaliana, BHI3BIBAIOT TEPMUHAIIBHYIO
T GepeHITMPOBKY CTBOJIOBBIX KIETOK Komymelutel (Sarkar
et al., 2007). Cepxakcnpeccuss WOX5, HanipoTuB, OIOKUPY-
€T HOPMaJIbHYI0 TU(GGEPEHIIUPOBKY TOTOMKOB CTBOJIOBBIX
KJIETOK, YTO TPUBOIUT K MOSBICHUIO HOBOTO MyJa KIJIETOK,
MOAOOHBIX CTBOJIOBBIM. BakHyI0 poJib B 3TOH peryisuu
UTpaeT MEXKIETOUHas MOOMIBHOCT Oeka WOXS, koTopblit
murpupyer u3 kietok 111 B mpuierarommue k HEeMy CTBOJIOBBIE
kietku (Pi et al., 2015).

Ienp Hamieit paboThI — BBISIBJICHUE OCOOCHHOCTEH BOJIIO-
un reHa WOX5 1 MexaHn3MOB ero ()yHKIIMOHWPOBAaHUS Ha
OCHOBAHUM aHAIN3a JAHHBIX, OMyOIMKOBAHHBIX B CTAThAX
WJIN TIPE/ICTAaBICHHBIX B MH()OPMAIIMOHHBIX pecypcax 1o Hy-
KJICOTHIHBIM 1 OEJIKOBBIM IOCIIEIOBATENFHOCTAM. Onncanne
naTTepHa M PEryisnuu dKkcnpeccun rena WOXS5, ero mpouc-
XOXKJICHUS, & TAKIKE BO3MOXKHBIX MEXaHU3MOB €ro (pyHKIHO-
HHUPOBAHUS TTOJYy4YEHO C TOMOMIBIO HHTETPAIIMN HH(OPMAINT
13 BCEX aHDIIOSI3BIYHBIX ITyOIHKaIuii 6a3sl aHHBIX PubMed,
Kacarouuxcsi rena WOXS5 u ero GenkoBoro nponykra. Jlis
(bMITOTEHETHYIECKOTO aHAIN3a AMHHOKHCIIOTHBIX TTOCJIE/I0Ba-
TenpHOCTEN opronoroB WOXS Obn BBIOpaHBI BCE TTOCIIEN0-
BareJIbHOCTH U3 0a3 naHHbIX Protein database (www.ncbi.nlm.

T NlononHuTensHbie MaTepuansi cv. 8 Mpunoxernn 1 no agpecy: http://www.
bionet.nsc.ru/vogis/download/pict-2016-20-4/appx2.pdf
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nih.gov/protein/) u UniProt (http://www.uniprot.org/uniprot/),
agHOTHpOoBaHHBIe Kak WOXS5 i WOX5-like n comepxarie
cnemudraeckuit a1 WOXS tpunentun ESK B romeomgome-
He (cMm. Jlon. marepuainsl 1). Vckirouenue ObLIO cueaHo
JUTA TIocnieioBaTenbHocTel U3 Picea abies n Pinus pinaster,
comepykammx B romeonoMeHe tpunentun EGK, mcxoms u3
MPEANONIOKEHUs 0 Jyruinkanuu npooproiaora WUS/WOXS
y ronocemeHHbIX (Hedman et al., 2013). ITocnemoBarens-
HOCTb runorernyeckoro oeiaxa WOXS-1 mnayna (Selaginella
moellendorffii) BeicTymnasa B Ka4eCTBE BHEIIHEH rpyibl. Jis
aHaJIM3a MPOMOTOPHBIX oOyacTei opromoroB WOXS5 Obutn
WCIIOJB30BAaHKI BCE JOCTYIHBIC B 0aze maHHbIX GeneBank
HYKJICOTHJIHBIC MOCIICIOBATEIILHOCTU 5'-PEry/ISITOPHBIX 00-
nacteit reHoB WOX5. AHanu3 HyKJICOTHAHBIX 1 aMHHOKHC-
JIOTHBIX TIOCTIEIOBATEIFHOCTEH OCYIIECTBIIIN C MTIOMOIIBIO
JIOCTYIHBIX OMOMH(OPMATUYECKUX HHCTPYMEHTOB.

OunoreHna WOX5

B ¢unorenernueckom nepese 6enkoB cemeiricta WOX Mox-
HO BBIICTIUTH TPHU OCHOBHBIE KJaabl: coBpeMeHHyI0 (WUS),
npomexytounyto (WOX9/11) u npesuroro (WOX10/13) (van
der Graaff et al., 2009). Cuuraercs, 4To COBpeMeHHasl Kjia/jia
crienu(puIHa U1 CEMEHHBIX PACTeHUH, TPOMEKYTOUHas CO-
JICP>KUT MOCIIEJOBATEIIbHOCTH, IMBEPTUPOBABIIINE Y TIPEIKOB
COCYAMCTBIX PaCTEHM, a IPEBHSS BKIIIOYAET [OCIIeI0BaTEb-
HOCTH C BBICOKOI TOMOJIOTHEN C T€HaMHU M3 3€JIEHBIX BOJO-
pocneit u mxa (Nardmann et al., 2009; Lian et al., 2014). [To-
cnegoBarerabHoCcTH WUS 1 WOXS 0THOCAT K COBpEeMEHHON
KJ1a/ie, NX OPTOJIOTH OOHAPYKUBAIOTCS Y IIBETKOBBIX PACTCHUH
n npencrasureseii ronocemennsix (Hedman et al., 2013),
OJIHAKO TUIIOTETHYECKHE NpeKoBbIie (opMbl WUS BBISBILS-
IOTCS TaKOKe Y HEKOTOPHIX manmopoTHukoB (Nardmann, Werr,
2012). Tem He MeHee TTIPOUCXOXK/ICHHUE M IPOCTPAHCTBEHHOE
paszaenenue pynkuuit WUS u WOXS B niporiecce 3BOJOIMA
HYKJAI0TCsI B JaJbHEHIIIEM HCCIIEI0BAHUH.

Panee npeanonaranocs, uro renst WUS u WOX)5 cymectBo-
BaJIM y TOJOCEMEHHBIX B BUJIE €INHOIO MPE/IIECTBEHHNKA,
a B JAJIbHEHIIIEM Y MOKPBITOCEMEHHBIX MPOU3OIIIN €T0 Iy-
ruKarys 1 pasaenenne 6enxoB WUS u WOXS o dyskmsm
(Nardmann et al., 2009). OnHako HeITaBHO TOMOJIOTH 000HX
TEHOB OBLIN OOHAPYKEHBI Y HPEICTABUTENSI TOJIOCEMEHHBIX
Picea abies (Hedman et al., 2013), 94T0 CBHIETEILCTBYET
0 OoJiee paHHEM, YeM IPEJII0IIarajoCh, IPOUCXOXKICHUH I'eHa
WOXS5. Bo3amoxkHO, (DyHKIIMOHAIbHAS TUBEPTCHINS TCHOB
WUS n WOX5 cBOICTBEHHAa HMEHHO MOKPBITOCEMEHHBIM,
nockonbKy y P abies WOXS5 skcnpeccupyercst B KOHUMKAX
Kak KOpHEH, TaK 1 TI0OETOB.

B renomax HEKOTOPBIX MOJUILIOUAHBIX BUJIOB TeH WOX5
MpEJICTAaBIeH HECKOJbKMUMH napajoramMu. Tak, B TeHOMeE
TEKCAIUIONIHOM MIIEeHULb! Triticum aestivum NPUCYTCTBYIOT
Tpu romosnorndnsle konun WOXS5 — TaWOX5a, TaWOX5b
u TaWOX5¢ — ¢ nmuaamu 639, 630 1 633 H. 11. COOTBETCTBEH-
HO (Zhao et al., 2014). IlaTTepHBI SKCIPECCUH TTaPaJIOTOB,
a TaKx)ke aMUHOKHCIIOTHBIC MOCIIEIOBATEIBHOCTH UX TPO-
JTYKTOB ITPAaKTHYECKU HJCHTUYHBI, YTO, BEPOSITHO, CBU/ICTEb-
CTBYET O (DYHKIIOHAJIbHON SKBUBAJIEHTHOCTH 3THUX OEIIKOB.
B renome kykypy3ssl (Zea mays), IpeBHETO CErMEHTHOTO
ammorerpamionaa (Gaut, Doebley, 1997), nsa napasora —
ZmWOX54A u ZmWOX5B — HanpoTHB, NEeMOHCTPHUPYIOT
aNbTepHaTHBHBIC NaTTepHbl dkcnpeccnn (Nardmann et al.,
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2007). Tak, ZmWOXS5B »skcupeccupyetcs B [11] u Ommkaii-
MINX K HEMY HHUIAAIAX KJIETOK COCYHCTON CHCTEMBI, TOTIa
kak ZmWOX5A skcnpeccupyeTcsl B paHHEM JHJOCHEpME
U B 3apofbIIeBOM Kopelike B 4—6-m cnosx mox I1L] mocne
WHHIMAINN B 3aPOJbIIIE IPUMOPIHS epBoro jucta. Mexoms
13 0COOEHHOCTEN SKCIPECCHH, MOYKHO ITPEAIIOIOKHUTD, YTO
ZmWOXS5B sBnsiercst 6oiiee OIM3KUM MapaioroM KaHOHHYe-
ckux WOX5 npyrux BumoB, a ZmWOX5A nprnoOpen HeKyIo
HoOByI0 (yHKIUI0. OOpa3oBanue Z. mays Kak ajjaoTeTpa-
iouaa npousonuio 6omnee 11 mun et Hazaz (Haider, 2013),
¥ 3TOTO MEPHO/Ia BPEMEHH 0Ka3aJ0Ch JOCTATOYHO ISl TOTO,
4yTo0BI Mapanoru ZmWOX5A n ZmWOX5B nuBeprupoBaiu
B (DYHKIIMOHAJILHOM IUIAHE.

JuBeprenmus mocnenoBarensHocteir WOXS5 mpoucxonuna,
Cyllsl TIO BCEMY, Ha PaHHHUX 3Tarax SBOJIOIHMH IBETKOBBIX
pacteHuil. OUIOreHETUYECKUN aHAIU3 HYKJICOTUIHBIX II0-
cieoBaTeNnbHOCTEH OpTOIoroB WOX5 U3 BOCBMH pa3HBIX
BUJIOB (apabM/oIICHC, MIIEHUI, KyKypy3a, PUc, cosl, BUHO-
rpaji, ropoueK 1 HuMdes) IO3BOJIMII CAEIaTh BBIBOJ O TOM,
4yTO TeHBl WOX5 ONHOMONBHBIX W IBYHOIHHBIX PACTEHUU
CYIIECTBEHHO OTIMYAIOTCS: OONBIION palioH HyKJICOTHTHOH
MOCJIEIOBATENLHOCTH MKy ToMeoomeHoM 1 WUS-00kcoM,
CBOMCTBEHHBIH OIHOJOJIBHBIM, y JIBYJOJBHBIX OTCYTCTBYET
(Zhao et al., 2014). DT0 MO3BOMWIO BBICKA3aTh MPEIIIO-
JoKeHue, 4To TeHbl WOX5 nuBeprupoBail BMECTE C pas-
JICICHUEM TIOKPHITOCEMEHHBIX PACTEHUH Ha OIHOAOJIbHBIC
W IBYZOJIbHBIE. BO3MOXHO, UTO TaHHAS TUBEPTEHINS UMEET
OTHOIICHHUE K PA3HUIIE B CTPOCHUH KOPHEBOI CHCTEMBI y 3THX
TAKCOHOMUYECKUX KJIACCOB H CBSI3aHHBIM C 3TUM Pa3IndnsIM
B ¢yHkunonuposannn WOXS.

Me1 noarBepanin nuBepreHiuio WOXS y omHOI0TBHBIX
U IBYIONTBHBIX, BBIBIECHHYIO paHee (Zhao et al., 2014) Ha
Gosee pacIIMPEeHHOM CIIUCKe 62 aMMHOKHCIIOTHBIX ITOCTIE0-
BarenbHOcTel Oenka WOXS 58 Bumos pacrenutii (puc. 1; Jlor.
marepuaisl 3). Hapsiny ¢ 3TuM Mbl BBISIBHIIM 3HAYNMBbIE PA3IIn-
YHS MEXK/Ly aMHHOKHCIIOTHBIMH [TOCIIEI0BATEIILHOCTSIMHU OeI-
ka WOXS5 y ro10CeMEHHBIX ¥ ITOKPBITOCEMEHHbIX PACTCHHH.
TakuMm pazziesieHIeM Ha TOJIOCEMEHHBIE M TOKPBITOCEMEHHBIE
W TTOCTIEZIHUX Ha OIHO/IOJIbHBIE 1 IBY/IOJIbHBIE (DHIIOTCHEeTHYe-
CKO€ JIePEBO aMHHOKHCIIOTHBIX IIOCIIE/I0BATENIbHOCTEN OCITKOB
WOXS B menom oTpaskaeT BONIOIHIO TAKCOHOB PaCTEHUI.
HUckmtouenneM siBnsiercst pacnonoxenre WOXS HEKOTOPBIX
BUJIOB, HE COOTBETCTBYIOIIEE IBOJIOIMOHHOMY MOPAIKY HX
TAaKCOHOB, YTO MOXET CBHJETEIHCTBOBATH O CIEIM(PUIHON
CTPYKTYPE MEPHUCTEMBI X KOPHSI.

BazanpHBIE TOKPBITOCEMEHHBIE aMOopesIa BOJIOCHCTO-
HOXKOBast (Amborella trichopoda) n xyBmmHKa (Nymphaea
Jjamesoniana) Ha 1epeBe PacloIOKIIIICh BBIIIE Pa3IeleHUs
OJIHOJIOJIBHBIX M JIBYAOJIBHBIX, IPU 3TOM HE 00pasys elnHOi
knazael. Takoe cTpoeHHe (UIOTEHETHYECKOTO JIepeBa Io-
BTOPSIET PE3YJIbTAThl paHee MPOBEICHHBIX TAKCOHOMHYECKUX
MCCJICIOBAHUI TPYIITbI 0a3aJIbHBIX MOKPBHITOCEMEHHBIX, OC-
HOBaHHBIX Ha aHAJIN3€ HECKOJIbKUX T€HOB U3 ACPHBIX, ILIa-
CTHIHBIX 1 MUTOXOHIpHAIbHBIX TeHOMOB (Qiu et al., 2005).

Awup OonotHbll (Acorus calamus) npuHaUICKUT K Oa-
3aJIbHBIM OHOMONIBHEIM (Duvall, 1993). Ha sBomonmoHHOM
nepese WOXS, nocTpoeHHOM HaMHU, 3TOT BUJI JIOKAJIU3YeTCs
YyTh BBIIIE 0a3aIbHBIX MOKPBITOCEMEHHBIX, 10 Pa3AeiIeHUs
OIHOIOJIBHBIX U ABY/IONBHBIX, YTO COOTBETCTBYET €T0 HBOITIO-
IIMOHHOI nctopun. Kak u 6a3abHbIe HOKPBITOCEMEHHBIE, aup

leHeTuKa pa3BuTnA
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CrctemMHO-6MoNoOrnyecknii aHanus reHa WOX5
1 ero GyHKLMiA B HYILLE CTBOJTOBbIX KIETOK KOPHS

73y Arachis duranensis
7241 Arachis ipaensis
Glycine soja

Cucumis sativus

4] 96l Cucumis melo
Sesamum indicum
Erythranthe guttata
Ziziphus jujuba

8_| Solanum lycopersicum

o

0 86 Capsicum annuum
Solanum tuberosum
Morus notabilis
Nicotiana sylvestris
Nicotiana tomentosiformis
Nicotiana tabacum
I Eucalyptus grandis
Gossypium raimondii
Gossypium hirsutum
89] Populus tomentosa WOX5b
Populus tomentosa WOX5a
Glycine max }

Cemencteo
Fabaceae

34 Vigna radiata
Cajanus cajan
Fragaria vesca
Theobroma cacao
I Daucus carota

_,—Zostera marina
48! Nelumbo nucifera

Beta vulgaris
3 Z“_LPisum sativum
54L— Cicer arietinum

Tarenaya hassleriana
Raphanus sativus
Brassica rapa

Arabidopsis thaliana

Arabidopsis lyrata

Camelina sativa

Brassica napus

Brassica oleracea

37 Zea mays Wox5A

Brachypodium distachyon

— Triticum monococcum

L Aegilops sharonensis

- Triticum turgidum subsp. durum

Zea mays Wox5B

Oryza sativa

23 Triticum aestivum WOX5c¢

Triticum aestivum WOX5a

Triticum aestivum WOX5b

Triticum urartu

Triticum dicoccon

1 Aegilops searsii

Aegilops longissima

Aegilops tauschii

Aegilops speltoides

Aegilops bicornis J

Acorus calamus

(%

%0 Mopsapok Brassicales

1o
o

CemelictBo
Poaceae

~
N

'— Nymphaea jamesoniana
Amborella trichopoda

— Pinus pinaster

L Picea abies

] Bba3anbHble NOKpbITOCEMEHHbIE

} [onocemeHHble

Selaginella moellendorffii

Puc. 1. OunoreHetnyeckoe aepeso 6enkos WOXS5.

[lepeBo NOCTPOEHO C MOMOLLbIO MeTOfa MaKCUManbHOro npasfonoaobus B nporpamme MEGA7
(6yTcTpan-nopaepxka 1000 ntepauyuii), Bbibopka BbipoBHeHa no metogy ClustalW (Kumar et al.,, 2016).
[InnHa Kaxx ot BETBM COOTBETCTBYET KONMYECTBY 3aMeH B UCCNIEAYEMOIi NOCNeoBaTeNbHOCTU. Bcero
6b1710 NPOaHaNU3NpPOBaHO 62 NOCNeA0BaTENbHOCTY aMUHOKMCIOT 58 BUAOB pacTeHuii (flon. matepua-
nbl 3). Mo3nymp, B KOTOPbIX 6bI1 NPOMYCK aMUHOKUCIOT NPW BbIPaBHUBAHMM, NPV NOCTPOEHUN iepeBa
He yumnTbIBaNNCh. BbigeneHbl Knagbl ¢ 6yTCTpanom Bbille 6o paBHbIM 50. MocnefoBaTeNbHOCTb rMnoTe-
Tryeckoro 6enka WOX5-1 nnayHa (Selaginella moellendorffii) ncnonb3oBanu B KauecTBe BHELLHEN rpynrbl.
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BCE eIIle COBMEIIAacT B CBOeH MOp(hoiio-
MM 1 aHATOMHUH PU3HAKH 000HX KJIac-
coB. B anukanbHON MepuctemMe KOpHs
aupa CJIoH smuaepMIca oopa3yeTcs u3
nepru)epUIECKUX KICTOK KOPTEKCa, YTO
XapaKTepHO ISl OHOMOJBHEBIX, B TO
BpeMsl Kak 00pa30BaHUE MPHUIATOYHBII
KOpHEH y 3TOT0 BHAA CXOIHO C TaKo-
BEIM y 0a3aJIbHBIX TIOKPHITOCEMECHHBIX.
W3 3toro cienyer, 4To MO CTPOCHHIO
KOpPHSI aup ¥ KyBIIMHKA OJIMKE IPYT
K JPYTY, 9eM K JPYTHM OTHOAOIEHBIM U
JIBYIIOJIBHBIM COOTBETCTBEHHO (Soukup
et al., 2005). U3BectHO, uTo WOXS siB-
JISIETCSI OHUM W3 KITFOYEBBIX (PaKTOPOB,
ONPEICISIONINX PAa3BUTHE CTPOCHHUS
KOPHSI, U 3TO MOXET OOBSCHITH MOJY-
YeHHOe HaMHu pacrionoxenne AcWOXS5
Ha (IJIOTCHETHYECKOM JICPEeBe.

benku WOXS omHONONBHBIX, MPE-
CTaBIICHHBIX BHJaMH W3 CeMeiicTBa
3JIAKOBBIX, 00BEAUHILTICE B OIHY KIIATy.
Kak ymoMuHaaoCh BBIIIE, B TCHOME
KyKypy3bl (Z. mays) eCTh JiBa Imapaiora
WOX5: WOX54 u WOX5B (Nardmann
etal.,2007). B xane cemericTpa 31aKko-
BBIX aMHHOKHCIIOTHBIX 3aMEH OOJbIIe
Bcero HakoruieHO B Oenke WOXSA
KyKypy3bl. 1o XxapakTepy SKCIpeccuu
u pyakmsam WOXSB 6mmke k WOXS
Ipyrux BujaoB, ueM Kk WOXSA, 4to
U OTpakaeT Pe3yybTaT MOCTPOCHHS
¢unorenernaeckoro gaepera. WOX5
eIlle OJTHOTO OJHOIOJBHOTO PacTCHUS,
B3MOPHHKA MOPCKOTO (Zostera marina),
HEOKHUIAHHO PACIOJIOKHUICS B KIIane
IBYNONBHBIX. CleyeT OTMETHTb, YTO
B3MOPHUK pacTeT B MOPCKOW BOJE
(Olsen et al., 2016), m BO3MOXHO,
ajanTanus K TaKUM CIHCHH(PHUICCKIM
YCIIOBHSIM OOWTaHHS MPHUBEIA K BO3-
HUKHOBEHHIO OTIINYHI B CTPYKTYpe KOp-
Hs 1 pyHKImsaXx WOXS storo pacteHus..
OtMmeruM, uTo WOX5 B3MOpHHKaA
MOPCKOTO Ha JIepeBe HaXOANUTCS OITH3KO
¢ nociiegoBaresibHOCTEI0 WOXS ntoto-
ca opexoHocHoro (Nelumbo nucifera),
KOTOPBIA TOXE SBISIETCS BOJHBIM (HO
B TOM CIIy4ae IPECHOBOIHBIM) pacTe-
HueMm. M3BeCTHO, YTO BOHBIC TOKPHITO-
CEMCHHBIC JINIIICHBI KOPHEBOTO YEXJTNKA
(ITorutasckas, 1971; Kita, Kato, 2005).
Ora cnennduka B pa3BUTHH KOPHS MO-
KeT OBITh CBs3aHA C 0COOCHHOCTIMHU
¢yakuonuposanuss WOXS u orpa-
JKaThCS Ha €r0 CTPYKTYpE.

B Gonpmioit kiage AByTONBHBIX BbI-
JeIsIeTCsl CyOKIIaaa ceMeHCcTBa KpecTo-
LBETHBIX, 00beauHuBIIas Arabidopsis
thaliana, A. lyrata, Brassica napus,
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B. oleracea, B. rapa, Camelina sativa, Raphanus sativus.
Psmom ¢ Gemkamu ceMelicTBa KPECTOIIBETHBIX HAXOIUTCS
Tarenaya hassleriana n3 cemeiicTBa KI€OMOBBIX, KOTOPOE
NPUHAUISKUT mopsiiky Brassicales, Bkirodaromemy Takxke
ceMeicTBO KpecTouBeTHHIX (Brassicaceae), uto u 00bsCHIET
6mm3octe ThWOXS 1 WOXS kpecTolBeTHBIX Ha (prstorene-
THYECKOM JIEpEBE.

MOoXHO 3aMeTUTh, 9TO 0000BBIE HE 00pa30BaIH €AUHON
KJIaJbl Ha JIepeBe, & PACHONOKHINCH B PA3HBIX €TI0 YacCTsIX.
I[Tpu 5Tom Genxkrt WOXS u3 1ByX TeHOMOB COM, TIMKOPACTYIIICH
(Glycine soja) n oxynsTypennoii (Glycine max), okazainch
B pa3HbIX Kiagax. Bo3MoXHas NMpUYHMHA TaKOTO CTPOEHUS
B TOM, YTO F€HOMBI JJAHHBIX PACTEHUH UMEIOT 3HAYUTEIIbHBIE
OTJINYHSL, BRI3BAHHBIE CEJIEKIIHEH B ITPOIIECCE TOMECTHKAIINN
OKYJIBTYPEHHOU COU, — CPAaBHEHHE UX T€HOMOB BBISIBUIIO 425
YHUKaJIbHBIX TeHOB (13 HUX 12 xoaupyiotr T®), xoTopsie
MIPHUCYTCTBYIOT B BO3JIEJIBIBAEMOM COE, HO OTCYTCTBYIOT B JTH-
kopactymieii (Joshi et al., 2013).

Ounorenus 6enka WOXS B OCHOBHOM MOBTOPSICT (HHUITO-
TeHHIO TAKCOHOB PACTEHHA, MCKIIIOYEHNE MOTYT COCTABIIATh
BUJIBI CO CIIEIIMAIBbHON Mopdosorneit KopHsl, aaanTupoBaH-
HOH K OIpEeeICHHBIM YCIOBHSM Cpebl (HanpuMep, BOTHbIE
pacTeHmus).

NaTtTepH akcnpeccun WOX5 y apabugoncuca
nero (I)yHKLI,I/II/I B OHTOreHese
Bo B3pociix pacrenusix A. thaliana WOXS5 skctipeccupy-
ercs B 11 anukanbHON MEpUCTEMBI KOPHS, OTKYa IIPOLYKT
9TOTO TeHa MUTPHUpYeT B MHUIHANA Koxymerntsl (Haecker et
al., 2004; Pi et al., 2015). B 3apomsimax skcrpeccus WOXS5
nHunuupyercs npu npenerepmunanuu I, 1.e. B npexaue-
ctBenHukax kietok I1Il. Haummaercs sxcupeccus WOXS
B O/IHOKJIETOYHOMU TrUroduse Ha 32-KICTOUYHOH TII00YIISIpHOM
craauu 3apoabiiia (cM. [lomn. matepuadst 4). [locne ropuszoH-
TANBHOTO JeTICHHUS KIIETKH THohu3sl WOX5 sKcTipeccHs mpo-
noipkaercst B Oonree 6mm3koM rpeatectseHauke [111, Bepxueit
JIMH3000pa3HOM KIIETKE TUITO(H3bI, K NCUE3ACT B €€ TOUCPHEH
KJIETKe, TPEAIICCTBEHHHUIIE KJIETOK KoyMeIuts (Scheres et al.,
1994; Haecker et al., 2004). I1L] momHOCTBRIO (pOopMUpyeTCS
Ha CEepJCYKOBHIHOM CTa/JMK 3apojiblllia B pe3yibrare JBYX
IIUKJIOB JIeIEHUH BepXHeH TMH3000pa3zHoi KieTku, u WOX5
IKCTIPECCUPYETCS BO BCEX €T0 YETHIPEX KIICTKAX.
Dkcnpeccust WOX5, B IepByO ouepeilb, HCOOX0IUMa ISt
MOA/IEPKaHUS CTBOJIOBOTO COCTOSTHHS KJIETOK MHHUIMANEH
komymesntel 1 T, Tak kak B ee OTCYTCTBHE B TPOPOCTKAX
HYJIEBbIX MYTAaHTOB wox35 BCce TKaHHU 3apOAbINICBOIO KOpHA
(hYHKIIMOHUPYIOT HOPMaJbHO, 3a HckmoderneM 111 u ko-
JyMEJUTBI, KJIETKH KOTOPBIX IPU CO3PEBAHHMH 3apOJbIlIa
U JlaJiee MpH ero MpopacTaHny AU PepeHUPYIOTCS U MOTYT
3HAYNTENFHO YBEITMUMBAThCS B pa3Mepax (Sarkar et al., 2007;
Forzani et al., 2014). Kpome Toro, y 3peibIx 3apopbIiei
WOX5 MyT@HTOB YaCTO MMEIOTCSI TPH CJIOSI KOJTYMEJLTBI BMECTO
yeTeIpex B HoOpMe (80 % 3apoapliieil), y HEKOTOPBIX KIETOK
KOJIyMEJIJTBI He ITPOMCXOANT IIUTOKMHE3, OHN 3aHUMAIOT J[Ba
cios (92 % 3apoapllieii), 3HAYUTEIBHO YBEITUYEHO YHCIO
ketognbIx aeneHwi B [11] (1,4 nemeHns Ha KOpeHb y MyTaHTa
n 0,013 B Hopme) (Forzani et al., 2014). YV wox5 myTanTa
yBenuueHue yncia genenui B 111 peructpuposanocs Taxkxe
1 B KopHe npopocTka. CinenosarensHo, WOXS koHTpommpyeT
YHCIIO KJICTOK B KOJTyMmesule (Ha cTaguu ee (pOpMHUPOBAHUS
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B 3apogpblie), yucio aeieHudt B 11 n noanepxkanue myna
CTBOJIOBBIX KJIETOK KOJIyMEJUIBI (MJIH AUCTATBHBIX CTBOJIOBBIX
KJIETOK) B MEpUCTEME KOPHSL.

B 0MHOUHBIX WOX5 MyTaHTaX IPOKCHMaJIbHBIE CTBOJIOBBIE
KIIETKH, T.€. MHALUAIN COCYIUCTBIX KJIETOK, NMEPHUINKIA,
9HJI0ZIEPMHCA/KOPTEKCa M SNHIepMuca/ GOKOBOTO KOPHEBOTO
YexJIMKa, pa3BUBAIOTCS TaK JKe, Kak B qukoM turne (Sarkar et
al., 2007). Ograko n06aBIeHNE My TaIlMHA WOX) K OMTUHOYHBIM
MyTaHTaM scr-4 u shr-1 v x 1BoiiHOMY plt] plt2 npuBoanT
K quddepeHIMpoBKe IPOKCUMAIBHBIX CTBOJOBBIX KIIETOK,
YTO MO3BOJIIET MpEIIoiaraTs, uto rensl WOX5, SCR, SHR,
PLTI v PLT2 cOBMECTHO U B3aIMO3aMEHSIEMO KOHTPOIUPYIOT
nojiepKaHKe IMyJia MPOKCUMANIBHBIX CTBOJIOBBIX KJIETOK.

WOX5 sxcipeccupyeTcs TakKe C IEPBBIX CTaAnH 3aKIaIKi
MPUMOpPJMEB OOKOBBIX M NMPHIATOYHBIX KOPHEH, MApKHUPYs
npeamecTBeHHNKOB KieTok [11] B atux xopusx (Ditengou et
al., 2008; Della Rovere et al., 2013). Tem He MeHee OOKOBBIE
W TIPUJIATOYHBIE KOPHHU 00pasyloTcsi B Wox5 MyTaHTax, HO
C MEHbIIIel MHTEHCUBHOCTBIO, YeM B JukoM tune (Gonzali
et al., 2005; Tian et al., 2014a). ¥ wox5 myTanToB B OOKO-
BBIX KOPHSIX TaK e, KaK ¥ B IEPBUYHOM KOPHE, TPOUCXOANUT
npexaeBpemennas nudpdepenuuponka [ n nHMIManei
komymerutel (Tian et al., 2014a).

Hapsany c IIL[ WOX5 skcnpeccupyeTcsa B 3apOjbllle
B IPUMOPAHUAX CEMSJOJIEH, TIe HAUMHAsL C CEPACUKOBUIHON
CTaJ1H OH BBISBIISIETCA B TPYIIaX KIETOK, PACTIOIOKEHHBIX
B TOUYKax (DOPMHUPOBAHUS B COCYIUCTON CUCTEME CeMsI0NIeH
narepanbHbIX kuiok (Haecker et al., 2004). Dkcnpeccust
JOCTHTaeT MaKCUMyMa Ha TI03/IHEH CepAeIKOBUIHON CTaAnu
3apojIbIIla, BCE €IIe XOPOIIO PErucTpUpyeTcs: Ha TOpPIEo-
00pa3HOM cTaJuK U 3aTeM CHWKaeTcsi. B mousb3y Toro, 4ro
WOXS napsny ¢ popMupoBaHHEM MEPHCTEMBI KOPHS yda-
CTBYET TaKke B ()OPMUPOBAHUH CEMSIOJICH M MEPHUCTEMBI
no6era, roBOPUT TOT (paKT, YTO y YETBEPTHBIX MyTAHTOB WOX |
wox2 wox3 wox5 TIPOPOCTKH UMEIOT aHOMAJIUH Pa3BUTHS
cemsiioeld M MepucTeMsl nobera y 82 % pacrenuii (oxHa
CeMsJI0NIsI BMECTO JIBYX, IaJOYKOOOpa3HbIi BHIPOCT Ha Me-
cte AM u cems107ei M MOTHOE OTCYTCTBHE Tobera y 34, 30
n 18 % pacrennii coorBercTBeHHO) (Breuninger et al., 2008).
[Tpu TOM B pazBuTHH 100era, Cys 110 BCEMY, TPAKTHUECKH
PaBHO3HAYHO M B3aUMO3aMEHSAEMO yYacTBYIOT BCE UETHIPE
WOX rena, Tak KaK B OIMHOYHBIX MyTaHTAaX aHOMAJINH TIO-
6era nNposBIIAIOTCS TOJIBKO B HATMYMU OJHOM ceMsanonny 7 %
(wox2) u 2 % (wox3) 3apopplmeii; B JBOWHBIX M TPOWHBIX
MyTaHTaX yBEJIMUYCHHUE IIPOIICHTA 3apOABIIICH C OTHOI ceMsi-
JIoJIeH TPOUCXOAUT TOJIBKO B ciydasx wox2 wox3 (12 %)
u woxI wox2 wox3 (31 %).

WOX5 sxcripeccrpyeTcs TAKKe B 3pEJIOH MbUIBLE U B MbLIb-
LeBbIX TpyOKax npu ee npopacranuu (Dorantes-Acosta,
Vielle-Calzada, 2006). Dxcripeccuss WOX5 B maHHOM ciydae
HeoOXomMa JJ1sl HOPMAJIBHOTO MTPOPACTAHMS TTBUTBIIBI.

Bo Bpemst nHUIMAIMK 1 00pa30BaHMsl KaJllyca U3 pa3jiny-
HBIX 3KCIIIAHTOB apabuioricrca (KOpHEH, JINCTHEB, JIETIECTKOB,
CeMsIIoNeH) IIPONCXOANT ycuieHue skcpeccunt WOX5 napsi-
ny ¢ npyrumu renamu HCK kopHst 1 ayKCHH-aKTHBUPYEMbIMU
reramu (Sugimoto et al., 2010). [Ipu 3ToM akTUBaIMSA 3THUX
TEHOB IIPOUCXOJIMT 32 CUET SMUTEHETHUECKOTO PETPOT PAMMH-
pOBaHusI, T. €. MyTEM CHSTHS TUIIEPMETHIMPOBAHUS TUCTOHA
H3 mo Lys27 (H3K27me3) B ux npomoropax (He et al.,
2012). Otu u npyrue uccnenosanus (Che et al., 2007; Atta

leHeTuKa pa3BuTnA
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et al., 2009) HaILAHO IEMOHCTPUPYIOT, YTO PAOOTa TEHHBIX
ceTell MHUIMAIKU OOKOBBIX KOPHEH sIBIISIETCS HEOOXOIUMOi
CTaauei B mporecce 00pa30BaHMs KaJITyca, 9TO BKIFOIAET aK-
TUBaLMIO dKkcnpeccun WOXS. [Ipyrumu ciioBaMu, aKTUBALIUsS
skcrpeccun WOXS5 u npyrux renos HCK kopHst HeoOxoanMa
JUTSl MTHAYKITUH TUTFOPUTIOTEHTHOCTH M PETTPOT PAMMHPOBAHUS
kierok. Kak yxe ynomuHanocs Bbie, WOX5 HaunHaeT
9KCTIPECCUPOBATHCS C TEPBBIX AETICHUN KICTKH OCHOBATEJIS
(founder cell) matepansnoro xopus (Ditengou et al., 2008).
[Ipn 006paboTKe HUTOKMHUHOM MHUIHMAIMS MEPUCTEMBI I10-
Oera n camoro nodera BO3MO)KHA HAIPSIMYIO M3 TIPUMOPJIHSI
0GOKOBOTO KOpHS 0€3 MTPOMEKYTOIHOH CTaaNN KaJTycooOpa-
3oanust (Chatfield et al., 2013). Oxcnipeccust WOX5 napsiny
¢ apyrumu reramu HCK kopHst MOXeT ObITh MapKepoM co-
CTOSIHUS TUTIOPUIIOTEHTHOCTH, TaK KaK IPH TIEPEHOCE KIETOK
Ha cpefbl CO CIELHalbHBIM COCTABOM T'OPMOHOB MOXKHO
OCYIIECTBUTh PEreHepalnio Kak MoOeroB, Tak U KOPHEH.

MatTepH akcnpeccun WOX5
y Apyrnx BUAOB pacTeHnn
Kak n y apabunoncuca, sxcipeccus WOX5 B 11 otmeuanach
y ropoxa (Pisum sativum) (Osipova et al., 2012), mouepHbl
(Medicago truncatula) (Imin et al., 2007; Chen et al., 2009),
puca (Oryza sativa) (Kamiya et al., 2003) u xyKypy3sl
(Z. mays) (Nardmann et al., 2007). ¥V monepHsl, puca, KyKy-
py3bl dkcmpeccust WOXS5 Oblna Takke OMucaHa B KIETKaX-
npemmecTBenHnkax 1111 B 3apomsime (Kamiya et al., 2003;
Imin et al., 2007; Nardmann et al., 2007; Chen et al., 2009).

VY pactenuii u3 cemetrictea 6000BbIX, M. truncatulau P. sa-
tivum, WOX5 Takxe dKCIpeCcCUpPYeTCs TPH Pa3BUTHH CHM-
OMOTHUYECKNX a30T(PHUKCUPYIOMINX KIyOEHBKOB, y4acTBYs,
KaK W MpH KaJulycooOpa3oBaHUM, B PEIPOrPaMMHUPOBAHUH
kieTouHoit nudpdepenauposku (Osipova et al., 2012). Ha
3—4-ii neHsb nocie HHIYKIUM 00pa3zoBanus KiryoeHska WOX5
TPAHCKPUIT BUJICH B caiiTe MHUITHALINH KITyOeHbKa (B HEKOTO-
PBIX KJIETKaX MEPHUINKIIA, SHIO0EPMUCA U KOPTEKCa, PACIIONo-
JKEHHBIX HAIIPOTUB KCHJIEMHBIX 110J110cOB). Taroke HeOOIbIIoN
CHUTHAJI 0OTMEYaeTCs BO BHEITHUX KJIeTKax koprekca. Ha 5—6-it
JICHb 3KCIPECCHS PACTIPOCTPAHSIETCS TT0 BCEMY IPHUMOPANIO
KiyOeHbKa. 3atem 3kcrpeccruss WOXS mocTeneHHo maaaet
u Ha 12—14-ii neHb perucTpupyercst TOJIBKO Ha mepude-
pHUM pa3BUBAIOIINXCS KIyOCHBKOB. B 3penbIx kiryOeHbKax
(21-28 gueit mocne uuaykuun) WOXS5 skcupeccupyercs
TOJIBKO B HECKONBKHX KJIETKaX Ha KOHIIE COCYAHCTOTO IydKa
KiTyOeHbKa. Pa3BuTHE OMyX0Jei pacTeHuii ropoxa, BEI3bIBac-
MBIX OakTepueit Agrobacterium tumefaciens, Taxxe CBSI3aHO
¢ yBenuueHHeM dkcnpeccurn WOXS B KieTKax OMyXOiu
(Vinogradova et al., 2015). Takum o0Gpa3oM, dKcrpeccus
WOXS5 y npyrux BUIIOB, KaK U y apaOuIoIcuca, MOXKeT ObITh
CBs3aHA C pEIpPOrpaMMUPOBAHUEM, T.€. U3SMEHECHUEM IIyTH
TG PepeHITUPOBKA KICTKH.

VYV kykypy3sl ZmWOX5B skcupeccupyeTcsi He TOJIbKO
B I1ll, HO ¥ B MHHMIKAIAX CTEJIM U UX MOTOMKaX, T.¢. B Oa-
3aIbHOM acT cocyauctoit cucteMsl (Nardmann et al., 2007).
B xone ontorenesa skcupeccuss ZmWOX5B HaunHaeTcs
B IICHTpE MIECTUAHEBHOTO 3apo/bliia. J{anee Ha cTaguu pas-
BUTHS KOTHIICIOHOB OMEH dKctipeccru ZmWOX5B cTaHOBUT-
Cs1 OKPY?KEHHBIM CO BCEX CTOPOH JOMEHOM JKCIPECCUH I'eHa
KNOTTEDI. TlpudueM B 00MacTsIX KCIPECCUU ITHX T'€HOB
HeT nepekpriBanus. [locme storo skcmpeccust ZmWOX5B
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tdoxycupyercst B I1L] 1 pacnosoXeHHbIX HaJ HUM Mpe.-
IIECTBEHHUKAX KJIETOK COCYAMCTOW cucTteMbl. ZmWOX5A
9KCTIPECCUPYETCS B paHHEM SHIOCTIEpPME cpasy IOCIIe TOTO,
Kak ero 0a3alibHbIN CJIOW CTAHOBHUTCS KJIETOYHBIM. Jlajee oH
pETUCTPUpPYETCS B CYCIIEH30pe 3apoabImma (B 4—6 CIIOSX O
[T xopemka) rmocine MepBoil cTaaun 00pa30BaHUs JIHCTHEB
(cm. dom. marepuanst 4). B npopoctke ZmWOX5A4 sxcnipec-
CHUpyeTCs B 3MHIEPMHCE KOPHS, KOTOPBIH YJacTByeT B IO-
IJIOIIECHUN HOHOB M3 pr30c(hepsl B KOpeHb. MOXKHO clienarh
BBIBOJI, YTO Y KyKypy3bl opTojior AtWOX5, kakuM sBisieTcs
ZmWOXS5B, nmeet 0oJee pacIIPEHHBIN TOMEH YKCIIPECCHH
1o cpaBHeHUIO ¢ AtWOXS, a ero napanor, ZmWOX54, numeer
CBOI COOCTBEHHBIH crienn(UYecKuil JOMEH DKCIIPECCUH.
Bo Bcex BHIax, B KOTOPBIX HCCIIEA0OBATH dKcIpeccuio WOX3,
oHa Ob1a o6Hapy»xena B 111 (XoTs ObI y OJHOTO U3 TapaJioroB
WOXS5), TeM HE MEHee Y OTAETbHBIX BUI0B SKCIIPECCHUSI MOKET
UMETh crenn(uIecKre 0COOEHHOCTH.

CurHanbHble nNyTy,

perynupytowme skcnpeccuto WOX5

B perynsanuu aktuBHOCTH reHa WOXS5 BBISBIEHO ydyacTue
CUTHAJBHBIX IMyTel ayKCHHA, IUTOKMHUHA U caxapoB. Caxa-
pa B pacCTUTEILHOM MHUpPE TaKK€ UTPAIOT POJIb CUTHAIBHBIX
MOJIEKYJT M, KaK ayKCHH W IUTOKUHWH, KOHTPOJIUPYIOT 3Ha-
YHUTENLHOE YHCIIO MpolieccoB pocta U pa3surus (Lastdrager
etal., 2014).

HawubGonee cinoxHO# siBIsieTcs! TKaHecnennpuaHas 1 J10-
303aBUCUMasl PETYIISLNS ayKCUHOM dKcIipeccuu rena WOX5
(Gongzali et al., 2005; Ding, Friml, 2010). Pacnpenenenne
aykcrHa uMeeT MakcuMmyM B 11 1 mHUIHANAX KOIyMeITh
(Sabatini et al., 1999; Brunoud et al., 2012), B To Bpemst Kak
PHK WOXS5 skcupeccupyercs B 111, HO HE oOHapyxeHa
B MHUINAJISX KOJyMeJuTbl. [Ipy ayKCHHOBOM OTBETE ITPOHCXO-
IUT ferpajaaius oeakos cemeirictBa Aux/IAA (Auxin/Indole
Acetic Acid), cynpeccopoB T® aykcmHOBOTO O0TBeTa (AUuxin
Response Factors, ARFs) (Sauer et al., 2013). B 1L ayxcu-
HOBBI OTBET oniocpenyercs Aux/IAA 6eixom IAA17/AXR3
(Ding, Friml, 2010). Cepxakcnpeccust IAA17/AXR3 ocnabd-
nsier B I11] kak curHaim oTBETa Ha ayKCHH, TaK W SKCIIPECCUI0
WOX35, B To Bpems Kak B axr3 MyTaHTe U s3kcripeccus WOX3,
Y CUTHAJI ayKCHHOBOT'O OTBETA BBIXOAAT 3a npezenst [11] u pe-
THCTPUPYIOTCS TAKXKE B MHUIMAIISX KOpTeKca/3Ha0epMuca
(Tian et al., 2014b). ARF10 u ARF17 B HOpMe noaaBisitoT
skcrpeccuio WOX5 B Koirymerie, Tak Kak Ipu MOAaBICHUN
(ynkmn obonx renoB WOXS5 HaunHaeT TaM ci1abo dKerpec-
cupoBathcs (ipu aToM skcripeccust WOXS B I npoucxonut
Tak ke, kak B mukoM turne) (Ding, Friml, 2010). O6pabotka
pacTeHus SK30TeHHBIM ayKCHHOM B TeYEHHUE 24 9 MOAaBIsIeT
skcrpeccuro WOX5 B npenenax ero qomena (I111) no cia6o
JIETEKTUPYEMOM, HO BBI3BIBAET SKTOMMUYECKYIO SKCIIPECCUIO
B MHUIMAISAX dHJ0JepMuca/KkopTekca. [Ipu Bo3nelcTBUI
AyKCHMHOM B TE€UEHHE TPEX CyTOK 3kcipeccus WOXS5 nonHo-
CTBIO McUe3aeT. B To e Bpems IpH MojaBiIeHUN (yHKINUH
ARF10 u ARF17, HecMOTpsl Ha Takylo K€ JUIMTEIbHOCTh
00pabotku aykcuHoM, B I11] coxpaHseTcst JOCTATOYHO BbI-
pakeHHas skcripeccust WOXS5. Ilpu IMTensHOCTH OTBETa
WOXS5 na aykcuH, 3aHIMArOIIEH CyTKH 1 OoJiee, MOXHO Ipet-
MOJIOXKUTE, uTo WOX)5, ckopee Bcero, He sBJISIETCA NPAMON
MHIIEHBIO ayKCHHOBOTO OTBETA, & PETYINPYETCs] ayKCHHOM
OIIOCPEIOBAHHO.



Systems biology analysis of the WOX5 gene
and its functions in the root stem cell niche

C npyroii CTOpOHBI, IpH MyTauu rema LAX2, xoaupyro-
1Iero 6eJI0K, UMIIOPTUPYOIINi aykcuH B KieTky (Like Auxin
Resistant 2), cHmkatotest ypoBeHs aykcuHa B [1L] u axcripec-
cust rena WOX5 (Zhang et al., 2013). OnHUM 13 BO3MOX-
HBIX OOBSICHEHHH MOXET OBITh CyIIIECTBOBAHHE OIPEICIICH-
HOTO MHTEpBaJa KOHIeHTpanuii aykcuna B 111, mpeBbimenne
UM TOHMXEHHE KOTOPBIX BEACT K CHUIKCHHUIO aKTHBHO-
ctu WOX3S.

Takas crnoxxHast peryasnus aykcuHoM skcnpeccun WOXS5
MOYET MTPOUCXOIUTH U3-3a TOro, 4yTo Oe1ok WOXS, B CBOIO
odepeib, aKTUBUPYET CUTHAIIBHBIN ITyTh ayKCHHA, T. €. CyIlle-
cTByeT obparHas cBs3b (Tian et al., 2014b). DR5rev.:GFP
CUTHAN (CEHCOp ayKCHHOBOTO OTBETA), B HOPME MMEIOIINH
makcumyM B 111, ouens cnado mposBisercs B [Ty wox5 my-
TaHTOB, MOJYEPKHBas BaxkHYI0 poib WOXS B nmognepkaHuu
Makcumyma aykcusa B III1. IIpu uccienoBanum pacreHui,
MYTaHTHBIX 110 WOX5 uin CBEpXIKCIIPECCHPYIOMINX ATOT TeH,
He ObUTO 0OHApY’KeHO U3MEHEHHH B OKCIIPECCHH T'€HOB KaK J1e-
KOHBIOTAIIH ayKCHHA, TAK U €r0 MOJIIPHOTO TPAHCTIOPTa, B TO
BpeMs KaK ypoBeHb cBoOoHOTO aykcrHa 1 DRS::GUS curnan
OBUTH TTOBBINIEHBI IO CPaBHEHHIO ¢ HOpMOH B 35S:: WOX5-
GR pacTeHMsIX U YMEHBIIIEHBI B Wox) MyTaHTaX. Tak Kak
BiusgHAs WOX5 Ha EeKOHBIOTAINIO ayKCHHA OTMEYECHO HE
ObUTO, TO OBIIO BBICKA3aHO TPEJIIOJIIOKEHHE O TOM, YTO U3-
MEHEHMsI B YPOBHE ayKCHMHa IpU cBepxdkcnpeccuun WOXS5
MOYKHO OOBSICHHUTH TeM, yTo WOXS5 BiauseTr Ha CHHTE3
aykcrHa. B pacteHmsix co cBepxakcnpeccueit WOX5 Obuto
00Hapy’KEHO 3HAYUTEIbHOE yBEIWYECHUE HKCIPECCUH TeHa
YUC, xonupyromero oanH U3 IByX (epMEHTOB OCHOBHOTO
myTH OnocunTesa aykcnna u3 tpunrodana (YUCCA 1), B To
BpeMst Kak red T4A41/WEIS, xonupytomuii ipyroi GepMeHT
sroro myTH (Tryptophan Aminotransferase of Arabidop-
sis 1), He MoKa3aJl OTIIMYUH OT AMKOTO THTA. B TO ke Bpems
ypoBeHb TpaHckpurnuuu 744 1/ WEIS ymenblancs B iBa pa3a
npu cBepxakcnpeccnn IAA17/AXR3 n, Ha000POT, YBEITHIH-
BaJICS B UeThIpe pasa B axr3 mytantax (Tian et al., 2014b).
Pe3ynbTaThl KOMIBIOTEPHOTO MOJICTUPOBAHNUS [TOKA3AIIH, UTO
HaJIMYUe PETYIATOPHOTO KOHTYPA, CBS3bIBAIOIIETO TTOJI0XKH-
TENbHYIO PETYJSIHI0O CUHTE3a ayKCHHA, OCYIIECTBISEMYIO
WOX35, ¢ ero akTuBanueii B OTBET Ha ayKCUH M MHTHOUpOBa-
HHEM OTBETa Ha ayKCHH ¢ moMoibio [4A17/AXR3, Heobxo-
JIIMO U JIOCTaTOYHO JJIsI OAJeP)KaHUsl MAaKCHMyMa ayKCHHa
B KOHYHMKE KOPHSI Y HUILIY JMCTAIBHBIX CTBOJIOBBIX KIICTOK.
ITpu cambIX IEPBBIX TaIax 3aKiIa K OOKOBBIX KOPHEH! TOBBI-
HIEHHBIH yPOBEHb ayKCUHA B KJIETKE-OCHOBATENE IPEIETEPMHU-
uupyer [11] yepe3s akrusaruio sxcrpeccun WOX5 (Ditengou
et al., 2008).

B xopHe nuTOoKMHUH mopasiser dkcnpeccuro WOXS Ha-
psny ¢ skcnpeccueii rena SCR (konupyromniero Td cemelicTpa
GRAS) u renoB-tparcmoptepoB AUX! (Auxin Resistant 1)
n LAX2, npuBHOCAIMX ayKCUH B KieTKy (Zhang et al.,
2013). 3naunTenpHOe nageHue ypoBHs WOXS TpaHckpunTa
HaOromaeTcs MpuMepHo depes 8 4 mocie obpadorku. [Tage-
Hue dKcnpeccnn LAX2 Habnronanock ropasao panbiie. Cre-
JIOBAaTeNbHO, perynsanus sxkcnpeccun WOX5 NUTOKUHUHOM
MOXET OCYIIECTBISTHCA UEPE3 M3MEHEHNE MO/ BIHSHUEM
IIUTOKMHNHA TTOTOKOB ayKCHHA B KOPHE, TaK KaK ()EHOTHII
lax2 myTtanTa xonupyeT (ECHOTHI PACTCHUS MPpU 00pabOTKe
IIUTOKMHIHOM: B HEM CHIDKEHBI dKkcnipeccus WOXS u oTBeT
Ha ayKCUH M yBeIudeHo yncio aeneHnit knerok [, Kpome
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Toro, u3BectHo, 4to SCR akruBupyer WOX)5 (Sarkar et al.,
2007), m perymsnus TATOKUHUHOM WOX5 MOXeT OBITh Takke
onocpenoBana yepe3 SCR.

VY 3apogapliieii apadbugorncuca rnpu norepe GyHKIUH ABYX
WHTHOUTOPOB CUTHAJIBHOTO ITyTH NUTOKWUHWHA, ARR7 wnn
ARRI5, HaOMIODAMHCH SKTOMUICCKOES YCUICHHUE ITUTOKHU-
HUHOBOTO CHTHajla B KJETKax 0a3ajbHOW 4acTh 3apoibliia
U CyIIECTBEHHOE yMEHbIIeHHe dKcrpeccnu WOXS u apyrux
renoB HCK xopust (Muller, Sheen, 2008). ITpn oquHOYHBIX
MYTaLHsIX TIOJJOOHBIX aHOMAJIMI He HAOMIONANIOCh, YTO MOXKET
TOBOPHUTH O B3aMMHOU criocoOHOCTH ARR7 nnmit ARR 15 xom-
MIEHCUPOBATh HEAOCTATOK aKTUBHOCTH JIPYTOTO T'eHa.

Wnnyxmus skcnpeccun WOXS ocymiecTBiseTcs Takxke
TYPaHO30# — IPUPOAHBIM JHCAXapuaI0M, HeMeTaboIu3upye-
MBIM H30MepoM caxapossl (Gonzali, 2005) u, ckopee Bcero,
KaK U MHIYKIHS [IUTOKUHUHOM, OIIOCPEI0BaHA ayKCHHOM.

B perymsun sxcnpeccun WOXS5 urparoT posib CUTHAIb-
HbIC MTyTH ayKCHHA, UTOKWHUHA U APYTUX COCAMHEHU,
HO OCHOBHOW KOMIIOHEHTOM 3TUX CUTHAJIBHBIX IIyTEH, CyIs
0 BCEMY, SIBIISICTCSI PETYNATOPHBIN KOHTYp aykcuH—WOX5
C JI0303aBUCHMBIM M TKaHECTICHU(DUIHBIM KOHTPOJEM ayK-
CcUHOM 3Kcnpeccun WOX5 n oOpaTHOH CBA3bI0, OCHOBAHHON
Ha aktuBar WOXS5 cuHTe3a ayKCHHA.

Perynauua tpaHckpunuun reHa WOX5

Perynsmus sxcnpeccrn WOX5 obecrniednBaeTcsi Ha IIHATE-
HETHYECKOM, TPAHCKPHUIIIIMOHHOM, MOCTTPAHCKPHUIIIIHOH-
HOM U [TOCTTPAHCISIIMOHHOM YpoBHsX (Tadi. 1). IIpu atom
OHAa MOXET OCYIIECTBISITHCS KaK HaNpsMyIo, IPU HEIo-
CPEJCTBEHHOM KOHTAKTE PETYJSATOPHOro (hakropa ¢ mpo-
MOTOpPOM, TpaHckpunToM min Oenkom WOXS, tak u uyepes
nocpenHuKoB. OgHAKO B OONBIIMHCTBE CIydYaeB emie He
YCTAQHOBJICHO, K KAKOMY THUILy PETYISIHHA aKTHBHOCTH I'eHa
WOXS5 (npsitMmoMy WIIH HETIPSIMOMY) OTHOCHUTCS BO3/I€HiCTBHE
(baxropa. {715t ynoOCTBa M3TIOKEHNUS MBI Pa3JIEITIIIH 3Ty TJIaBy
o Tunam QyHKIuH (HaKkTopoB, 3a/1eHICTBOBAHHBIX B PETYIIs-
muu WOXS5.

AnureHeTnyeckue pakTopbl,
BAMAIOLWMe Ha aKcnpeccuio WOX5
B nacrosimiee Bpemst cpen Bcex acmekToB peryisimun WOX5
HanOOJIbIIIee YUCIIO AAHHBIX UMEETCS OTHOCHTEIBHO pery-
JSIEH dKenpeccun WOXS snureHeTH4ecKuMu (hakTopamu.
B sinpe sykapuot renomuas JIHK B komruiekce ¢ ructoHaMu
o6paszyet JJHK-0enKoBbIi KOMIUIEKC (XpOMATHH), CTPYKTypa
KOTOPOTO B ITPOMOTOPE I'€Ha ONpPEeNsieT ero JOCTYIHOCTb
s TO (Clapier, Cairns, 2009). Hapsiiy ¢ MmeTunnpoBaHHeM
n nemernnmposanueM JIHK, Mmomudurkanmy ructoHoB (MeTH-
JMpOBaHue, aleTHINpoBaHue, hochopuiimpoBanme u oopar-
HBIE FIM IIPOIIECCHI ) SIBISIFOTCS] COOBITUSIMHU STIUTEHETHYECKOH
perymsanuu. OCHOBHAsI €IMHHIIA XpOMAaTHHA, HYKJIEOCOMA,
cocrout u3 146-nykneornanoit JJHK, obepHyToii Bokpyr
okToMepa u3 4eTwsipex ructoHoB (H2A, H2B, H3 u H4),
Ka)KIIBIH M3 KOTOPBIX MPE/ICTABIICH B IBYX dK3eMIUIsIpax. Mo-
JurKanms THCTOHOB I0CTATOYHO YaCTO OCYILECTBIISIETCS 10
mm3uny (K), manpumep, B rucrone H3 musunst 4, 9, 27 u 36
(H3K4, H3K9, H3K27 u H3K36) mMoryT ObITh MOHO- (me),
- (me2) u tpumetmimposansl (me3) (Sharma et al., 2015).
H3K4 n H3K36 meTtniampoBaHbI B IPOMOTOpPAX aKTHBHBIX
TeHOB, B TO BpeMs kak MetunupoBanne H3K9 u H3K27 xa-
leHeTuKa pa3BuTnA
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Ta6nuua 1. DakTopbl, OKasblBaOLME BAMAHKE Ha SKCnpeccuio reHa WOX5

QyHKLMA Mo oTHOWeHMo K WOX5

MNMopasnaeT (akTMBMpPYeET penpeccop)
skcnpeccuio WOX5 B nHuumanax
COCYANCTON CUCTEMDI

CLF Mopasnsaet akcnpeccuto WOX5
B MOKOALLEMCSA LieHTpe

ELP2 AkTnBMpyeT akcnpeccuio WOX5
PKL AkTnBupyert skcnpeccuio WOX5
ROW1 Mopasnaet WOX5 B KneTkax

NPOKCMMarbHOW MeprCTEMbI

DKCnepyMEHTbI, B KOTOPbIX BblsiBNeHa GyHKLMA

B atx1 mytaHTax WOX5 nomrmo nokosLeroca LeHTpa aKCnpeccmpyeTca Takxe
B MHUUmanax cocyancton cuctemnl (Napsucialy-Mendivil et al., 2014)

Y clf myTaHTOB yBenuueHa skcnpeccua WOX5 B nokoswwemca ueHTpe (Aichinger
etal., 2012)

B pkl myTaHTe skcnpeccua WOX5 ymeHbluaeTca npumepHo Ha 25 % (Aichinger
etal, 2012)

B row1-3 myTaHTe 3Kkcnpeccua WOX5 pacnpocTpaHAeTca BBepx OT NOKOALLeroca
LieHTpa B NpoKCcMManbHyto mepuctemy (Zhang et al., 2015)

CnoxHas perynayus sKkcnpeccum
WOX5

B minu1 minu2 myTtaHTtax ypoBeHb WOX5 aKkcnpeccum yBenmyeH, HO OCHOBHasA
3KCMpeccua NoKannM3oBaHa He B MOKOALLEMCA LiIeHTPe, a B KNIeTKax Hag HUM,

B TO BpeMs Kak B MOKOSALLEMCS LieHTpe 3Kcnpeccrs ocnabneHa (Sang et al., 2012)

PHB n PHV MopasnsatT skcnpeccuo WOX5

B se myTaHTax ypoBeHb mir165/166 He gocTtatoueH Ans yaanenna PHB n PHV

TPaHCKPUMTOB 13 6a3asibHOM YacTu 3apOoAbILLA, U B Hell OTCYTCTBYeT SKcnpeccma
WOXS5 (Grigg et al., 2009)

B shr v scr myTaHTax akcnpeccms WOX5 ymeHbLUEHa MK He onpeaenseTca

(Sarkar et al., 2007)

MNMopaenaet akcnpeccuto WOX5
B MEPUCTEMATUNYECKON 30He

B myTaHTax prl1-9 pomeH akcnpeccumn WOX5 cnerka paclumpeH 1 ypoBeHb
aKcnpeccum nosbiweH (Ji et al., 2015)

Mpw gobasneHnn B cpeny CLE40 nenTraa, ceasbiBatowerocs ¢ ACR4 B KauecTBe

nraHza, CTBOJSIOBBIE KNETKY KOyMersibl BCTynatoT B AguddepeHumaymio, 4to
no3BonseT npegnonaratb orpaHmyeHne eoyHkumm WOXS5 6enka (Stahl, Simon,

2009)

PaKTEepHO ISl PETIPeCCUPOBAHHBIX TeHOB. MeTHIIMpOBaHNE
OCYIIECTBIISIOT JIM3UH-METHITpaHc(hepasbl, 1eMETHINPOBa-
HHE — TUCTOH-/IeMETHIIa3hlI.

ATX1/SDG27 (Set Domain Protein 27) konupyer H3K4
HCTOH-MeTWITpaHcdepasy, akTHBUPYIOLIYIO SKCIIPECCHIO
TEHOB 1 B KOPHE BO MHOTOM OIPE/IETISIONIYIO €r0 apXUTEKTY Py
(Napsucialy-Mendivil et al., 2014). B 62 % atx/ myTaHTOB
WOX5 nomumo III1 skcnipeccupyeTcst Takke B MHHIHAAISIX
cocymucroi cucteMsl Hafg 111, B 60KOBBIX KOPHSIX IEPBOTO
MOpsIJIKa JOMEH KCIIPECCHH TIOJHIMAETCS eIlle BhIIIe (K J0-
YEpPHUM KJIETKaM WHHUIMAJIEH COCYIMCTON CUCTEMbI) U Ha-
6momaercs game (B 82 % G6oxoBeIx kopHeit). ATX1/SDG27
SIBIISIETCSI OTHUM M3 T€HOB, IOAABJISIOIINX dKcnpeccuto WOXS5
BHe ero jomena B [111.

CLF 6enok rpynmst Polycomb ygacTByeT B TpUMETHINPO-
BaHuu ructoHa H3 mo musnny 27 (H3K27me3) u noxasnser
aKkTHBHOCTH MepucteMbl (Aichinger et al., 2012). V clf my-
TaHTOB YBEJIMYCHBI JUTMHA KOPHS U dKkcripeccus WOXS B I11.
YV 1BOWHBIX MYTaHTOB clf Wox5 JjMHa KOPHS BO3BpAIaeTcst
K HOpPME, YTO CBUJIETEJILCTBYET O TOM, UTO [TOJABIECHUE aKTHB-
HocTH Mepuctemsl 6erxoMm CLF omocpenoBaHo 9acTHIHBIM
perynupoBanueM skcnpeccun WOXS5.
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B T0 xe Bpems skcnpeccus WOX5 npumepno Ha 25 %
YMEHBIIAETCSl B MyTaHTE 10 T'€HYy JPYroro XpoMaTHH-pe-
moaenupytomiero ¢axropa, PKL (PICKLE), u 3To compo-
BOXJaeTcs yBennueHueM yposHs H3K27me3 (Aichinger et
al., 2012).

Benmox Elongator Protein 2 (ELP2), sBustromuiicst cyob-
CAMHHILIEH SBONIONMOHHO KOHCEPBAaTHMBHOTO TMCTOH-aIle-
TUIITpaHc(epasHoro KOMILIEKCa, OKa3bIBaeT aKTHBUPYIOIIEEe
JeficTBHE Ha AKCIPECCHI0 He Toimbko WOXS5, HO u ApyTHX
TeHOB, OTBETCTBEeHHBIX 3a nopnepxkanue [ n HCK, Takux
kak SHR u SCR, 1 TeHOB ceMeHCTBa TPAHCKPUIIIMOHHBIX
thaxtopoB PLETHORA (Jia et al., 2015). D10 65110 TOKa3aHO
Ha OCHOBAaHWU NOJaBJIeHUs dKcnpeccun reHoB WOXS5, SHR,
SCR, PLTI, PLT2 B mytanTax elp2. Hapsany c atum B elp2
MyTaHTaX HaOIIOMAaroTCs yBemMueHue gucia aeneanit B [11]
n muddepeHIpoBKa HHULUAICH KOIyMEIUThI.

Hpyroii 6enok, Repressor Of Wuschel 1 (ROW1), tarxxke
o0magarouii THCTOH-aEeTHATPAaHCPepa3HO AKTUBHOCTHIO,
B ommmume ot Oenka ELP2, sisercs cynpeccopom WOXS5
(Zhang et al., 2015). ROW1 peryaupyeT 3KCIPECCHIO I'eHa
WOXS5, ces3eiBasice ¢ H3K4me3 ructoHamMu B IPOKCHMAITh-
HOM yuacTke mpomotopa. JJomen sxcnipecuu ROW 1 Brimroyaer
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BCIO ITpOKCUMaIIbHY0 Mepuctemy Hax L1, ITpu 3ToM B TpaHc-
reHHol muHIH pacteHuit WOXS5::mCherry-ROW 1, B KoTOpoi
ROWI skenpeccupyercst B [11] (momene skcipeccunt WOX35),
skcpeccus WOX5 nonHocThIO nonasisercs. B rowl my-
TaHTax ’Kcnpeccus WOX5 pacnpoctpansiercs BBepx oT [11]
B IIPOKCHMAIIBHYIO MEPHUCTEMY.

Hexkanonunyeckue xpomarua-pemonyupyrome SWI/SNF
AT®azsr MINUSCULE, MINUI u MINU2 npuHHMaroT
ydacTue B KOHTPOJIC Pa3BUTHSI allMKaJIbHOW MEPHCTEMBI I10-
Oera u kopHs (Sang et al., 2012). Cpenu JBOHHBIX MyTaHTOB
minul minu2 BRICOK ITPOIICHT YMOPHOHATBHBIX JeTael. BoI-
JKUBIIHE 3apOJIBIIIN JAIOT MPOPOCTKU C aHOMAJIMSIMH B Pa3-
BUTHU aluKaJbHBIX MepucTeM. Dxcnpeccusi WOX5 B kopHe
MIECTUAHEBHOTO MPOpOCTKa minul minu2 mytanTa B 15 pa3
BBIIIIE HOPMBL. JIOMEH SKCIIpEecCHH CABHHYT BBEpX W JiaTe-
pasibHO, OCHOBHas 3Kctipeccust WOX5 peanusyercs B KJIeTKax,
PacHoIOKEHHBIX Ha MECTE MHUIIMAJIEH CTEIIS, B TO BPEMS KaKk
B [111 sxcripeccust oueHs crnadast. st MINU2 Gernka mokazaHo
IpsIMOE CBS3BIBAHME C NMPOMOTOpoM reHa WOX5 metonoM
UMMYHOIIPELUIUTAIINY XPOMATHHA.

TpaHcKpUNuMoHHbie paKTopbl,

BnuAtowme Ha skcnpeccuio WOX5

B Hacrosiiee BpeMs BBISIBIICHO HECKOJIBKO TPAHCKPHITIIHOH-
HBIX (DAaKTOPOB, Y4aCTBYIOIINX B (POPMUPOBAHUH IKCIIPECCUH
rera WOX35. O TpaHCKpUTIIIHOHHBIX (PaKTOpax ayKCHHOBOTO
orBeta ARF10 u ARF17, nonasnstoniux skcrpeccutro WOX5
(Ding, Friml, 2010), 66110 cka3aHno Bbiie. Taroke penpeccopa-
MH 110 oTHO1IeHu 0 K WOXS ssistiorest 1sa TO, PHABULOSA
(PHB) u PHAVOLUTA (PHYV), otHOCstmecst k HD-ZIP 111
kinaccy TO (Grigg et al., 2009). Dkcrpeccusi TUX [CHOB
y apabunorcuca peryaupyercs rpymmoid MUPHK mirl65/166
(Muller et al., 2016). Bo Bpemst pa3BUTHS MEPHCTEMBI KOPHS
MuPHK rpynmer mirl 65/166 crmocoOCTBYIOT MPEKPAICHUIO
skcrpeccun reHoB HD-ZIP [1] cemeticTBa B 6a3aibpHOI yacTn
zapogpima (Grigg et al., 2009; Smith, Long, 2010). SERRATE
(SE), reH, KOTUPYIOUIUA OCIOK, UMCIOIIUI TOMEH «I[HHKO-
BB majery (THIl CTPYKTYPHI Oenka, CTaOMIN3HpPOBaHHBIN
OIHUM WJIM JByMsl NOHAMH [IMHKA), y4acTByeT B OMOreHese
MuPHK (Iwata et al., 2013). B se myranTax ypoenb MuPHK
s3HaunTeabHo cHmkeH, PHB u PHV ocrarorcs B 0a3anbHOM
YacTH 3apO/IbIIIA, MEPUCTEMA KOPHS HE Pa3BUBACTCSI U OTCYT-
cTByeT 3kcnpeccus renoB WOXS5 u SCR (Grigg et al., 2009).
B tpoitHom myTante se-5 phb-13 phv-11 sxcipeccust WOX5
n SCR mpucyTCTBOBaNa, MEpUcTeMa KOPHS U caM KOPEHb
Pa3BHBAINCH HOPMAJIBHO.

Tparckpunmus mirl 654 mirl 65B HanpsMyIo perymupy-
ercst TO cemeiicteBa GRAS — SCR u SHR (Carlsbecker et
al., 2010). SHR u SCR siBnstrorcst aktuaropamu WOX5, no-
CKOJIBKY M3BECTHO, UTO dKcTpeccust WOX5 yMeHbIeHa Win
OTCYTCTBYET B OZIMHOYHBIX MyTaHTaX 110 3TUM reHam (Sarkar
etal.,2007). SHR u SCR unrubupytor PHB onocpe1oBaHHO
gepe3 miRNA165/6, cnenoBarensHo, aktuBanus WOXS5 stu-
MH JIByMsI ()aKTOpaMHU MOXKET 3aKJII0YaThCs B IOIABICHUH €TI0
unruoburopa PHB (Carlsbecker et al., 2010).

Bce nepeuncinennsie Boie Td, BEpOSITHO, AEHCTBYIOT
Ha 3kcrpeccuto WOX5 onocpeoBaHHO, MOTOMY MOMCK MX
MHUIIIEHEH — MPSIMBIX PEryasTopoB TpaHckpunimu WOX5 —
B HACTOSIIIIEE BPEMsI SIBJISETCS ONHOW M3 aKTyalbHBIX 3a/ad
B oOnactu reHHbIx cereid HCK kopHs.
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nOCTTpaHCKpVII'ILI,VIOHHbIe N NOCTTPAHCNALUNOHHDbIE
dakTopbl, BAvalowme Ha skcnpeccuio WOX5

K nocTTpaHCKpHIIIIMOHHON PEryJIsiiii OTHOCSAT MOJIU(HKa-
IIMH TPAHCKPHIITA, 3aTPATrUBaIOIIHE MIPOLECCH €TO CO3peBa-
HUS (CIUTAMiCHHT M MpOIecCHHTr) Wik craduibHocTh MPHK,
B TOM YHCJIe U peryismnuio ¢ momorbio MukpoPHK, a Taxke
MOCTTPAHCIANOHHYIO PEryJsIINI0 aKTHBHOCTH U CTaOWIIb-
HOCTH OEJIKOB.

WD40-6emox PRL1, xoTopslii sBisieTcs: CyObenuHULICH
SIEPHOTO CIDTaHCOCOM-aKTHBHUpYIoIero komriekca (Nineteen
Complex, NTC), oka3bIBaeT OAABISIONICE ACHCTBHIE HA DKC-
npeccuro WOX5, HO akTUBUpYIOIIEe JACHCTBUE HA dKCTIPEC-
cuto reHoB PLTI u PTL2 (Ji et al., 2015). B mecTuaHEBHBIX
npopocTkax prll-9 MmyrantoB ypoBeHb WOXS5 TpaHckpuIiTa
B IIATh pa3 BBIIIE, YeM B JuKoM Ture. Kpome toro B pril-9
MyTaHTaxX JIOMeH dkcnpeccuut WOXS5 pacmmpeH narepaibHo
M BBEPX NMPUMEPHO Ha OJIUH CIION KIIETOK.

docarassl Tuna 2C (PP2C, protein phosphatase type 2C)
POLTERGEIST (POL) and POLTERGEIST-LIKEI (PLL1)
HeoOxoxuMmbl Jutst hopmupoBanus U nojiepxkanus HCK kax
KopHs, Tak U mobera (Song et al., 2008). 3apoasiu plll pol
MYTaHTOB SIBIISTIOTCSI SMOPHOHAIBHBIMH JIETAJISIMH, B HAX HE
(hopMupyIOTCSl MEpPUCTEMBI TT00ETa M KOPHSI M OTCYTCTBYET
skcnipeccuss WOX5 B muH3000pa3HOM allMKaIbHOM KIIETKE TH-
nousbl. Dxcrpeccust WOXS5 ¢ KOHCTUTYTHBHOTO ITPOMOTOPa
BOCCTaHaBJIMBalIa (JOPMUPOBAHUE TUCTAIBHBIX CTBOJIOBBIX
KJIETOK M YaCTUYHO MPOKCUMAJIbHBIX CTBOJIOBBIX KIIETOK
B OTHX 3aponsimax. Beuay toro, uro B plll pol myraHTax
C MEPBBIX JIETICHUH 3apo/IbIilIa HapyIIeHa TaK)Ke IKCIIPECCHST
reHa PINI TpaHcmopTepa ayKCHMHA, TO MOXHO TaK e, KaK
U B HECKOJIBKHX CITy4asiX, OIMMCAHHbIX BBIIIIE, IPEIOJIararh,
YTO U3MEHEHU B dKkcrpeccuu WOX5 BbI3BaHbI HAPYIICHUSIMU
B pacmpezenenuu aykcuHa. Kpome toro, skcmpeccust PIN/
AKTHBUPYETCSI TPAHCKPHUITIIMOHHBIM (paKTOPOM ayKCHHOBOTO
orBeta ARFS/MONOPTEROS (MP) (Wenzel et al., 2007),
9KCTIPECCHs] KOTOPOTO, B CBOIO OYEpPEdb, MOXKET PEryaupo-
Batecsi POL u PLL1 ¢ocdarazamu (Gagne et al., 2008).
BosmokHo, uto POL 1 PLL1 docdarazsr urpator 1BoitHyI0
pPOJTb: TONJIEPKUBAIOT dKcTpeccuto WOXS5 n ydacTByIOT
B ()OPMHUPOBAHNN PACIIPEAEICHHS ayKCHHA.

Penenirop-xunasel cemeiictea CRINKLY 4 (CR4), Bkirouast
ACR4 (CR4 apabuporicuca), IMEIOT CHUTHATBHBINA TIENTHI,
BHEKJICTOUHBII JIOMEH, TPAaHCMEMOPaHHYIO CHHpalib U IH-
TOIJIa3MaTHUECKUI CEepUH-TPEOHUH KMHA3HBIA AomeH (Cao
et al., 2005). ACR4 BmecTe ¢ Ipyroii penentop-KHHa30i
CLAVATA1 ¢opMupyroT roMo- U TeTepOIIUMEPHI, KOTOPHIC
B 0TBET Ha curHanbHbIN nentua CLE40 koHTponupyIoT noju-
JiepKaHre MEPUCTEMBI KOPHS U dKcTipeccuto WOX5, BeIcTymas
kak perynstopHbrii koHTYp CLE40-ACR4-CLVI-WOXS5
(Stahl, Simon, 2009; Stahl et al., 2013). 4ACR4 skcripeccupy-
eTcs B IIePBBIX TpeX ciosx komymelnibl (Stahl, Simon, 2009),
kyma murpupyer WOXS5 Gemok (Sarkar et al., 2007). ACR4
dhochopmmupyer Oemok WOXS, cBA3BIBasICh C TOCCIOBA-
teapHOCTEIO GSAGAALG(pS)FSVK, pacnonokeHHol Ha
N-xonre nentuna (Meyer et al., 2015). Ilpenmonaraercs, 9to
dhochopumupoBanue orpaHuYHBacT MOOMIBHOCTE WOXS5
6enka (Stahl, Simon, 2009). Buekierounstii nenrrug CLE40,
KOTOPBIiA 0OTBedaeT 3a Auh(HepeHINPOBKY KICTOK KOTYMEIUTBL,
HEraTUBHO BIUSIET Ha oKcrpeccuto WOXS, akTUBUpYs €ro
B3anmoseiictue ¢ ACRA4.

leHeTuKa pa3BuTUA
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Monck PerynaTopHbIX 3/1IeMEeHTOB

B npomoTopax reHoB WOX5

OKCHEPUMEHTAILHO MOATBEPIKACHHBIX JAHHBIX O MPSIMBIX
peryisiTopax TPaHCKPUIIIMOHHON akTWBHOCTH reHa WOXS5
B HacTosIIee BpeMst Ype3BbIuaiino Majo. [Ipsimoe B3aumoneii-
CTBHE C XPOMAaTHHOM B paiioHe mpomoTopa WOX5 mokazaHo
JUTSA STUTEHETHYECKUX PEryasITopoB WOXS: THCTOH-aIeTHII-
Tpancdepassl ROW 1, koTopast cienuuyecky CBsI3bIBACTCS
¢ MeTHWJIMPOBaHHBIM ructoHoM H3K4me3, u xpomaruH-pe-
moznemupyromeit AT®azer MINU2 (Sang et al., 2012; Zhang
et al., 2015). Kakue-mu6o manHeie 0 B3aumojciicteuun Td
¢ THK npomotopa WOXS5 0TCyTCTBYIOT.

C ucrnonb30BaHNEM JOCTYITHBIX OHJIAHH-TIPOTPAMMHBIX T1a-
KETOB HaMU OBLI IPOBEJICH in silico aHanmm3 5'-perynsaTopHOi
obmnactu (—1000; +100) rena WOX5 u3 30 BUgOB pacTeHUi
(Mom. Marepuansl 5) ¢ HEbIO MPEACKa3aHus TOTCHIINATIBHBIX
CiS-peryNsSTOPHBIX 2JIEMEHTOB M, COOTBETCTBEHHO, BO3MOX-
HBIX MIPSIMBIX PEryasTopoB skcnpeccunt WOXS5. C moMoIsio
nporpammsl Matlnspector (http:/www.genomatix.de/) B 3Tux
PEryISITOPHBIX paiioHax ObLIO HaijeHo Oosee 40 cemeiicTB
TPAHCKPHUITLUOHHBIX (haKTOPOB, UMEIOLIHX IIPEIoaraeMbie
CalThI CBsA3bIBaHMs. [I0TeHIIMANbHBIE CAIThI CBA3BIBAHMS TOJIb-
KO 4eThIpex u3 3ThxX ceMeiictB Td ObuM pacrio3HaHbI BO BCEX
npomoropax 30 Bunos: AHBP, MADS, MYB u DOF (ta6u. 2).

st kasxoro u3 pacno3HaHHbIX ceMelcTB Td mpencka-
3aHHBIC CalTHI CBSI3BIBAHMUS MIONAH B JIBa KOHCEPBATHBHBIX
y4acTKa, BBISBICHHBIX B pe3yJbTare IMOINapHOro BbIPaBHH-
BaHU 5'-peryIsATOPHBIX MOCNenoBaTeNbHOCTeH TeHa WOX5
A. thaliana (AtWOXS5) ¢ reHOMHBIMHU IO CIICIOBATCIHHOCTIMHU
JIPYTHX BUJIOB KPECTONBETHEIX (Arabidopsis lyrata, A. halleri,
Brassica rapa, B. rapa FPcs, Capsella rubella, C. grandiflora,
Boechera stricta, Thellungiella halophila) B mporpame Vista
(http://pipeline.lbl.gov/) (puc. 2). [IpencraButencii cemeiicTB
TparcKpunIHOHHEIX (hakTopoB AHBP, MADS, DOF u MYB
(moncemeiictea MYBL 1 MYBS) MokHO paccmarpuBarh Kak
OCHOBHBIX KaHJIUJIaTOB, CIOCOOHBIX OCYIIECTBISTh MPSIMYFO
perymsinuto sxenipeccun WOXS.

VHTEepecHBIM pe3yibTaToOM O0Ka3ajloCh HAJIMYUE Cpeln
MPe/ICKa3aHHBIX CAUTOB CBSI3bIBAHMUS [10CIIEI0BATEILHOCTEH,
C KOTOpBIMH cBsi3bIBacTcs 0enok WUS. YunTsIBast B3anmosa-
Mensiemocts 0ernkoB WUS u WOXS5, a Takke T0, 4TO in Vitro
Td WOXS puca B3auMOJeHCTBYET ¢ caiTaMi CBA3BIBAHUS
WUS (Kamiya et al., 2003), MOXHO TIPEAIIONOXKHATE, YTO
WOXS5 crocobeH OCyIMIeCTBIATh PETYISIINI0 SKCIPECCHH
CBOETO Ke TeHa.

Taxue T®, xak ATHB1, ATHBS, ATHBS8, REV, FLC,
SOC1, WER, PHRI1, DOF1 u DOF2, skcnpeccupyrorcs
B KopHEe (cM. Tabin. 2). Kpome toro, T® ATHB8 u REV
sisitorest romosioramu PHB u PHV, koropele nonasisitor
akcnpeccuro WOX5 (Grigg et al., 2009).

T® cemeiictBa MADS Hanbonee mHUpPOKO OMUCAHBI Kak
perynsaTopsl nBereHus y pacteHuit (Ng, Yanofsky, 2001),
OJIHAKO OHU KOHTPOJIMPYIOT U APYTHE NPOrpaMMBbI pa3BUTHS,
B yacTHOCTH (opmupoBanue kopHei (Liu et al., 2015; Yu et
al., 2015). IIpencrasurenu cemetictBa MYB n3BecTHBI Kak
PEryISITOPBI KIETOUYHOTO IUKIIA. J{J1s HEKOTOPBIX U3 HUX I10-
Ka3aHO y4dacTHe B MOAABICHUM KJIETOUHbIX AesieHuit B [I1]
(Vilarrasa-Blasi et al., 2014).

Takum o6pazom, sxcripeccus B kopae T ATHB1, ATHBS,
ATHBS, REV, FLC, SOCI1, WER, PHR1, DOF1 u DOF2,
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Hapgaay ¢ HAJIMYUEM UX MTOTCHIIUAJIbHBIX CalTOB CBSA3BIBAHUS
B IIPOMOTOPAX BCEX MccaeqoBaHHBIX WOX5 reHOB, 1 KOHCEep-
BaTUBHOCTH PAOHOB JIOKAJIHM3ALUK 3THX CAMTOB y KpecTo-
IBETHBIX YKA3bIBAIOT Ha BO3MOKHOC YUaCTHUE NCPCUNCIICHHBIX
(hakTOpOB B MPSIMON PETYISAIUH dKcTpeccun reHa WOX3,
YTO ITO3BOJISIET PEKOMEHI0BATh UX ISl SKCIIEPUMEHTAILHON
MIPOBEPKH.

leHbI-MuLeHn

TpaHcKpunuyunoHHoro paktopa WOX5

Oyukimst WOXS Kak perymnsTopa TPaHCKPHIILIUH TOCTYIHAPY-
eTcsl MPEUMYIIIECTBEHHO Ha OCHOBAHHH €0 IIEPBUYHOM CTPYK-
Typbl. [ToMHMO romMeooMeHa — XapakTepHOM YepThl LIEJIOro
psana T® — WOXS5 comepkuT paHee oxapaKTepH30BaHHBIC
y Ipyrux OenkoB nomensl-penpeccopsl WUS-6okc 1 EAR
motuB (Haecker et al., 2004; Gao et al., 2014), 1151 kaxxaoro u3
KOTOPBIX CHOCOOHOCTB ITOAABIISITH TPAHCKPUTIIIUIO TEHOB ObLTa
nokazaHa skcriepumenTanbHo (Hiratsu et al., 2003; Tkeda et al.,
2009). Mexy romeonomeroM 1 WUS-00kcoM pacrionaraercst
HEOOJIBIION YIACTOK, COCTOSIIIUIN 13 KMCIIBIX aMHHOKHCIIOT, —
MOTEHIMAIBHBIN akTuBarop TpanckpumuH (Ikeda et al., 2009;
van der Graaff et al., 2009). B To >xe Bpemst UMEIOTCSI HEKOTO-
pBI€ 3KCIEPHMEHTAIbHBIE JAHHBIE, OMMMCHIBAIOLIIE yIacTHe
WOXS B perynsauuu TpaHCKPHUIIIUK TeHOB U crieruduyie-
CKYIO pOJIb €r0 ()yHKLIIMOHAJIBHBIX JIOMEHOB B 9TOM IpoIecce.

B wactHocTH, HemaBHO OBILIO0 MMOKa3aHo, 4yTo 6eoxk WOXS5
B cOCTaBe KomIuiekca ¢ kopenpeccopamu TOPLESS/TOP-
LESS-RELATED (TPL/TPR) u rucroHn-aeaneruias3oii
HDA19 nopmasmister sxcnpeccuto rena CDF4 B kimetkax [11]
1 MHULUAISX KOIYMEIIIBL Y A. thaliana mytem neaneTuianpo-
BaHMA I'MCTOHOB B POKCUMAJIbHOM paiioHe pomotopa CDF4
(Pietal., 2015). T'er CDF4 xonupyet T®, koTOpPHIii c110CO0-
cTByeT AU(DPEPEeHINPOBKE KICTOK KOJIYMEJUIbI, 1 yPOBEHb
€ro BO3pAacTaeT 0 I'PaJUCHTY: OT OTCYTCTBHSI DKCIIPECCUH
B TIOKOAIIEMCS [IEHTPE ¥ HU3KOTO YPOBHS IKCIIPECCHH B CTBO-
JIOBBIX KJIETKaX KOJTYMEIIbI /IO BBICOKOTO YPOBHS 9KCIIPECCHU
B A (epeHIMPOBaHHBIX KIIETKaX KOJdyMesuibl. KirtoueByro
poub 1t peanuzari WOXS5-0nocpeoBaHHOTO TIOIaBICHHS
sxcnpeccnu CDF4 urpaet nomen WUS-60kc, Torna kak EAR
MOTHB 3HAYUTEIHLHOTO BIMSHUSI HA PEIPECCHIO HE OKa3bIBAET.
CeszeiBanne WOX5 ¢ mpomotopom CDF4 TIpOUCXOANT TIO
MOCJIEIOBATENBHOCTH, B LIEHTpE KOTOpoil HaxoauTcst ATTA.
OTa nocae0BaTeIbHOCTh KOMIUIEMEHTapHa KOPOBOH Moce-
noBarenbHOCTH caifta cBs3biBaHus AtWUS TAAT (Lohmann
et al., 2001; Yadav et al., 2011). Bo3moxHo, uto T® WUS
1 WOXS UMEIOT O/IHY U Ty K€ KOPOBYIO IOCIIE0BATEILHOCTh
B cBOUX caiirax csaspiBaHms TAAT/ATTA. Tlo xpaitaeit mepe,
6110 IOKa3zaHo, uto WOXS5 puca (OsWOXS) cnennduaecku
B3aMMOJICHCTBYET in vitro ¢ callToM cBs3piBaHusA TO AtWUS
(TTAATGG) B mpomotope reHa apadbunomncuca AGAMOUS
(Kamiya et al., 2003).

WOXS5 nonasnsiet sxcnpeccuto rea CYCD3;3, KOTopblit
koHTpospyeT G1-S mepexos B KIETOYHOM IHKJIIE, YTO 00e-
CIIEUMBACT HU3KYIO MUTOTHYECKYIO aKTHBHOCTH KiteTok I1L]
(Forzani et al., 2014). Bzaumopueiicreue denka WOXS ¢ npo-
MotopoM rera CYCD3;3 ObIIO TTOKa3aHO C UCTIOIE30BAaHHEM
METOZ0B MIMMYHOIIPEIUTIIUTAIINY XPOMAaTHHA ¥ KOJTMIECTBEH-
Hoi [1L[P (ChIP/qPCR).

ITomMuMO OXapaKTepH30BAHHBIX BBIIIE MPSMBIX MUIIECHEH
WOXS, Ha 0OCHOBaHUU MOJIEKYJISIPHO-T€HETUYECKUX UCCIIe-
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Tabnuua 2. TpaHCKPUNLUMOHHbIe $paKTOPbI, CaliTbl CBA3bIBAHNA KOTOPbIX BbIABMEHbI B 5'-perynatopHbix obnactax (—1000; +100 . H.
OTHOCUTENbHO CTapTa TpaHcKpunuum) reHos WOX5 ¢ nomoLbio nporpammbl Matlnspector (http://www.genomatix.de/)

CemencTBO 1 Ha3BaHUA TPAHCKPUNLUOHHDbIX (baKTOpOB G)aKTOpr, SKCnpeccmpyowmneca B KOpHe nunu rurnokotune™

ATHB: ATHB1, 5, 8 (Arabidopsis thaliana Homeobox 1,5,8), ATHB1 - B runokoTune, COCyancTon cncteme 1 KoHurke KopHs (Capella et al.,
REV (REVOLUTA), BLR (BELLRINGER), WUS (WUSCHEL) 2015). ATHBS5 - B runokoTune (Hanbosiee MHTEHCUBHO Ha rpaHmMLe
C KOpHeM), B COCYAUCTON CMCTEME KOPHA B 30He AnddepeHLmaumnm
1 cnabo - B annaepmuce (Johannesson et al., 2003). ATHB8 - B mepucteme
1 SNOHraLMOHHO 30HE KOPHSA, a TakKe B Npokambum 1 konymenne (Baima
etal, 1995). REV - B kcneme 1 Kambuw, a Takxe B NpUMOpPANAX OOKOBbIX
KopHei (Hawker, Bowman, 2004)

MADS: FLC (Flowering Locus C), SOC1 (Suppressor of FLC - B KoHuUuMKe KopHs (Michaels, Amasino, 2000). SOC1 - B mepucTeme
Overexpression of Constans 1), AG (AGAMOUS), AP1 KopHs (Lee, Lee, 2010)

(APETALA1), AP3 (APETALA3)

MYB: WER (WEREWOLF), PHR1 (Phosphate Starvation WER - B pa3BuBaoLmxca aTpnxobnactax KOpHen 1 B HeYCTbUYHBIX KNeTKax
Response 1) runokoTuna (Lee, Schiefelbein, 1999). PHR1 - B kopHsx (Rubio et al., 2001)

DOF: DOF1, DOF2 (DNA binding with one zinc finger 1, 2) DOF1 1 DOF2 - B cocyancTon crcteme runokotuns n kopHa (Ward et al.,
2005; Skirycz et al., 2006)

*BbiieneHbl GaKkTopbl, SKCNpeccupyloLnecs B KOpHe.

1,1kb

e —
AT3G11260.1

1 Arabidopsis lyrata

2 M Arabidopsis halleri
3 M Brassica rapa FPcs

4 M Boechera stricta

5 M Capsella grandiflora

6 f:./‘_/__»/’\\ Brassica rapa

7 Thellungiella halophila

8 M Capsella rubella

352678k 352699k 352718k 352739k 352759k

-800 -600 -400 -200

I - AHBP . - DOFF . - MADS D - MYBL - MYBS { - KOHCepBaTUBHasA 06/1acTb

(SRR .

Puic. 2. AHanu3 npoMoTopHbIX obnacTeli reHa WOX5 pa3Hbix BUAOB CEMeNCTBa KPeCTOLBETHbIX.

a - BblpaBHUBaHWe HYKNeOTUAHON NocnefoBaTeNlbHOCTU 5'-perynatopHoit obnactu (o1 -1000 Ao +100 n.H. OTHOCUTENbHO CTapTa TpaHcKpunuumn) AtWOX5
nonapHo ¢ nocneaoBaTenbHOCTAMN NpomoTopos WOX5 apyrvix BUAOB cemelicTBa KpecToLBeTHbIX B nporpamme Vista (http:/pipeline.lbl.gov/). ®roneto-

Bbll1 LIBET — 9K30Hbl, ros1ly60I — HeTPaHCIMPYeMble PalioHbl, KPAacHbIN — Noc/ieAoBaTeIbHOCTU MPOMOTOPOB. Bbinin BbiABMIEHbI iBE KOHCEPBATVIBHbIE 0bnacT

B NPOMOTOPHOM paiioHe AtWOX5: ot =70 fo 300 1 ot —800 o —870 n.H. (OTHOCKTENBHO CTapTa TPaHCKpUNUuuUK); 6 — aHann3 5'-perynatopHoi obnactu AtWox5
B nporpamme Genomatix Matinspector (http://www.genomatix.de/), nossonstoyein NpoBoanTb in silico nonck canTos cBA3biBaHNA TO € MCMONb3oBaHMEM
6a3bl AaHHbIX LC-PETYNATOPHbIX SNeMeHTOB. Bcero 6bin0 HaiaeHo 6osnee 40 cemeiicTs T, MetoLLyX Npeanonaraemble caiiTbl CBA3bIBaHUA B NCCIEA0BAHHbIX
nocnefoBaTesibHOCTAX. M3 HiX 6binv BbIGpaHbl NpefcTaB/ieHHble Ha PUCyHKe cemencTBa Td, MOCKOSIbKY OHM MPUCYTCTBOBAJIN BO BCEX MPOaHaNN3MpPOBaHHbIX
WOX5 npomotopax 13 30 BaoB pacteHnin. CaiiTbl CBA3bIBaHWSA 3TUX YeTbipex cemencTs T nonaaatoT B KOHCEPBATMBHYIO 0611acTb, BbIABNEHHYIO Ha OCHOBaHWN
nonapHOro BbipaBHMBaHNA NPOMOTOPHOW nocnegosaTenbHocTn AtWOX5 ¢ npoMoTopHbIMK nocnefosatenbHocTaAMN WOX5 reHoB apyrix BUAOB cemencTBa
KpecToLBEeTHbIX.
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Puc. 3. Cxema cnHTe3a ayKCuHa (I/IH,qOHVlJ'I-3-yKCyCHOI7I KWUCNOTbI ) U UHBONUAI-FIIOKO3MHONATOB.

ToncTble cepble CTPENKM — OCHOBHOW MyTb CMHTE3a ayKCMHA 13 TpunTodaHa y pacTeHuii ¢ ydactrem dpepmerTos TAA (TpunTo-
¢daH ammnHoTpaHchepasa apabuponcuca) n YUCCA (YUC, pnaBuHcofepKallas MOHOOKCUIeHasa). TOHKMe cepble CTPeNKM —
nyTb CYHTE3a MHAONUN-FIIOKO3MHONATOB 13 TpunTodaHa ¢ yuactnem pepmeHtos CYP79B2, CYP79B3 1 SUR2/ CYP83B1 (umTo-
xpom P450 moHooKcureHas) n SUPERROOTT (SURT, C-S nnasbi). MyHKTUPHbIE cepble CTPenKy — MpeAnonaraembiii anbtepHa-
TUBHBIV MYTb CMHTE3a ayKCMHa 13 NpeaLecTBEHHNKA UHAOANA-TIIOKO3MHONATOB MHAONWA-3-aleTanbhoKcMa.

JOBaHMUM OMMCAHO BiIUsHHUE 3TOro TAd Ha aKTUBHOCTH 11€JIOTO
psina kimoueBsIX paxropos nmonaepkanus HCK, xots mpsmoe
B3aumojieiicteue WOXS ¢ peryisTopHbIMU paliOHaMHU CO-
OTBETCTBYIOIIUX I'€HOB HKCHEPUMEHTAIBHO HCCIEAOBAHO
He 65110. C momomnrsio T-JIHK mHCcepnnu ObIT MONyYeH tin
(turanose-insensitive) mytant o reny WOXS5 (Gonzali et al.,
2005). Kopupyroras yacts rena WOXS5 (AT3G11260) coctout
13 IBYX 3K30HOB U uHTpoHa. MHcepuus T-IHK npounzomnuia
B KOHIIE BTOPOTO 3K30Ha. Hapsiy ¢ 3TuM 1o Mecty nHCepuuu
BbIsIBJIeHa TpaHchokanus rena AT1G48610, konupyromero
HEM3BECTHHIN Oenok. B pesynsrare ¢ mpomotopa WOXS5
reHa CUMThIBaeTCA XUMEpHbIN TpaHnckpunT, ybsi MPHK nocie
CIUTAliCUHTa COCTOUT M3 5'-HETPaHCIUPYEeMOi 00IacTH reHa
WOXS5 n ero Genok-KOTUPYIONIEH MOCIe0BaTeIbHOCTH 0e3
68 ToCIeHUX HYKJICOTHIOB 10 CTOI-KO/IOHA, 32 KOTOPOH
cienyer MPHK AT1G48610 naunnas ¢ mectu HyKJI€OTHIOB
KoHIa 3'-HeTpaHCIHpyeMOon o0iiacTh 3TOTO reHa. Bumy
TOTO, YTO /in MYTaHT BOCCTAHABIMBACTCS JIO AWKOTO THIIA
cBepxdKcnpeccueit reHa WOX5, oH paccMaTpuBaeTcs Kak
MYTAHT 10 3TOMY T'eHy. B fin MyTaHTe 3HaUNTEIbHO MOBBIIICH
yposenb MPHK rena SUPERROOT?2 (SUR?2), o cpaBHEHHUIO
C TUKUM THITOM. M3 3TOTO CiieayeT, yTo OCIOK, CYUThIBAEMbIN
C XMMEPHOTO TPAHCKPHIITA, HE MOAABIISET HKCIIPECCHIO T'eHa

470

BaBunnoBcKuii )KypHan reHeTukn n cenekuymm « 20 - 4 - 2016

SUR2. B n¥KoM THIIE TIOIaBIE€HUE IKCTIPECCUN OCYIIIECTBIS-
ercs 6emkom WOXS HampsMyro WIH depe3 MOCPEIHUKOB.
I'en SUR2 yuactByeT B Onocunrese aykcnHa (Mikkelsen et
al., 2004). Ha puc. 3 u3obpaxkeHa cXxeMa OCHOBHBIX MyTEH
CHHTE3a ayKCHHa n3 TpunTodana y pacteHnid. B HacTosmee
BpeMsI TOKa3aHOo, YTO OCHOBHBIM ITyTE€M OMOCHHTE3a ayKCHHA,
T. €. uHaonWI-3-ykeycuoit kucinorel (MYK), u3 Tpuntodana
spisiercst TAA (Tpuntodan amuHOTpaHChEepa3a apaduI0ICH-
ca)/YUCCA (YUC, ¢ummaBuHCOAEpIKAIIasi MOHOOKCUTCHA3a)
wim [PA (unnonuin-3-nupysar) myTs (Mashiguchi et al., 2011;
Won et al., 2011). Bropoii myTh et yepe3 KOHBEPCHIO TPHUII-
toana B [AOX (MHIOMMI-3-aIIe TOATHIOKCHM ), OCYIIICCTBIISI-
eMyto AByms tuToxpom P450 monookcurenazamu, CYP79B2
u CYP79B3. V nBoifHOrO MyTaHTa IO TeHaM, KOAUPYIOIINM
9TH (epMeHTHI, yMeHbleH oomuit myn UYK u ¢penorun co-
OTBETCTBYET PACTCHUSIM C YACTUYHO CHIDKEHHBIM COJIepKa-
HHEM ayKcHHa (YMEHBILICHNE JUTHHBI PACTEHHS, THITOKOTHIIS,
YEPEIIKOB JINCTHEB U CaMHX JIHCThEeB) (Zhao et al., 2002).
Wuonmi-3-aneToanbI0KCUM SIBISICTCS TPE/ILIECTBEHHUKOM
kak UVK, Tak 1 MHIONMI-DIIOKO3UHOJATOB, BTOPUUHBIX
MeTaboJINTOB, OCYIIECTBISIOMNX 3aIIUTHBIC (QYyHKIINH
y pacrennii (Kasahara, 2016). AxruBanus rena SUR2 nepe-
kirogaeT [AOX-TyTh Ha CHHTE3 MHAOIMI-TIIIOKO3HHOIATOB,
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noxasneHue rena SUR2 — Ha TOTIOJIHUTEIBHBIN K OCHOBHOMY
IPA iyt cunre3 UVK. Takum ob6pazom, WOXS5 Hampsamyio
WK 4epe3 MOCPEIHUKOB OCYIIECTBISIET ATO NEPEKITIOUEHHE.
WuTepecHo otMeTuTh, uTo IAOX ITyTh NMMEETCsI TOJBKO Y He-
KOTOPBIX BUJIOB pacTeHMH. /[0 HAcTOsIIEero BpeMEHU I'eHbl
CYP79B2 n CYP79B3 ObulM HalIecHBI Y KPECTOIBETHBIX,
ropoxa u Tabaka (Quittenden et al., 2009; Sugawara et al.,
2009; Nonhebel et al., 2011).

WOX5 saBnsiercs Takxke akTuBaTtopoM reHa PLTI, ogHOTO
13 OCHOBHBIX perynsaTopoB romeocraza HCK B xopHe, HE00-
xonumoro (Hapsay ¢ PLT2) niast noanepXaHus aKTUBHOCTH
1 npaBwiIbHON Jokanm3anuu [11] B konunke xopus (Ding,
Friml, 2010). Tak, y mytanToB 4. thaliana c norepeit pyHKInM
WOXS5 mponcxomut 3aMmeTHOE ToaBieHne akTusHocTH PLT 1,
anpu uaayknuu 35S:WOXS5-GR yposens PLT TpaHckpunra
3HAYUTEIBHO yBEIWYHMBAETCA. BBUIYy TOro, 4TO JUIsl 3TOTO
yBEIU4eHHs TpeOyeTCs MPOAOIKUTENbHAS MHITYKIHS, MOKHO
T0JIaraTh, 4TO PEryJsIIus TIPOUCXOJUT HE HANPSIMYIO, & TIPH
YYaCTUH JIOTIOJIHUTENILHBIX (h)aKTOPOB.

I'er SOMBRERO (SMB), conepxxammiit NAC-nomeH, oT-
BEUAET 32 BBIXOJ[ JOUEPHUX KJIETOK MHUIIMAIEH KOIyMEIUThI
u3 craguu Jenenus u ux quddepennuposky (Willemsen et
al., 2008; Bennett et al., 2010). B wox5-/ myTaHTe 3KcIpec-
cust SMB nepeMeIaeTcst Ha OAUH CION BBEPX B MHHUIUAIU
kosrymerutsl (Bennett et al., 2014). Yepes 4 1 nociie MHAyKIUAH
35S:WOX5-GR skenpeccust SMB B KOTyMeIlIe CyIieCTBEHHO
YMEHBIIAETCs U Mcue3aeT nocie 24 4 HHAyKIun. TakuMm 00-
pazom, WOXS nogasnsiet axcnpeccuto SMB He Tomnbko B I111,
TJIe OH 9KCIIPECCUPYETCS, HO U B MHUIUAIISIX KOJIYMEJUTI 3a
cuet murparn WOXS5 Genka.

I'eneTnueckue MCCIeOBAHUS M aHAIN3 YKCIIPECCHU CBU-
JIETETBCTBYIOT O HAMUYNHU NPAMBIX mumernedr WOXS un mu-
IIeHEeH BTOPOTO MOpsiAKa KaKk B I€HHOH CETH PeTyJSIUN
i depeHIINPOBKY KIICTOK KOJTYMEIUIBI, TAK ¥ B TCHHOW CETH
MOAJEPIKAHMS ITyJla CTBOJIOBBIX KJIETOK MEPHCTEMBI KOPHS
B 11e710M. J{y1s1 GONTBIIMHCTBA STHX MUILICHEH TOYHBIE ICTalN
OCYIIIECTBIICHHUS 3TON PETryIAIIH TOKA HEM3BECTHBI.

3aknioyeHune

HaxkoruieHHBIE K HAaCTOSIIEMY BPEMEHHU JJAaHHBIE CBUJICTEIb-
CTBYIOT O KJITFOYEBOM poii reHa WOX)5 kak B muhepeHnnpoB-
K€ KJIETOK KOJTyMEJUIbL, TAK U B IOIEP’KaHNH ITyJ1a CTBOJIOBBIX
k1eTok B AM kopHs. TouHble MeXaHU3MbI OCYIIECTBICHHUS
otux QyHKIH WOXS 1 perymsaiun akTHBHOCTH CaMOTo TeHa
B OOJIBITMHCTBE CITy4aeB HEN3BECTHBI.

B nanHoii paboTe Hapsay ¢ 0030pOM OMyOIMKOBAHHBIX
JAHHBIX MBI MPOBEJIN (PUIOTEHETHYECKUH aHAIN3 aMHUHO-
KHCJIOTHBIX ITocienoBarenbHocTeil OenkoB WOXS pasHbIx
BUJIOB PACTCHUM, KOTOPBIX II0Ka3aJl KOHCEPBAaTUBHOCTb 3TUX
MOCTIEIOBATENIFHOCTEH, a TAKKe CIeII(pUIecKue 0COOCHHO-
CTH Y HEKOTOPBIX BUJIOB, CBSI3aHHBIE KaK C 3BOJIIOLIUOHHBIM
MOPSIJIKOM, TaK U C OIPEACICHHBIMU YCIOBHSIMH OOUTaHUS
3THX BUJIOB.

Cpenu TO, 1151 KOTOPBIX YAI0Ch IPOBECTH MOUCK CaliTOB
CBSI3BIBAHUS, BBIICICHBI HanboJiee BEPOSTHBIC KaHUAAThI
B perynsaTopsl WOXS5, Tak KaKk MX CAalThI CBA3BIBAHUS TIPUCYT-
CTBYIOT BO BCEX MCCIEOBaHHBIX TpoMoTopax 30 BUAOB pac-
TEHHUH U pacroyaraloTcsi B KOHCEpBaTUBHBIX y4acTKax. JTO
oenxu msatu cemericts Td: AHBP, MADS, MYBL, MYBS,
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B HacToAlee BpemMA TPaHCreHHble pacTeHUA WNPOKO UCNONb3YHTCA Transgenic plants as genetic

KaK AnA n3yyeHus GyHKUUIA OTAENIbHbIX FeHOB, TaK U 1A PEKOHCTPYK- . .
LMK ceTeli B3aVIMOAENCTBYIOLMX FTEHOB, KOHTPONMpYLWUX bopmupo- models for StUdylng functions

BaHVie MOPONIOTMYECKUX, BUOXMMUYECKIX 1 GU3NONOrNYECKIX of plant genes
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KOAMPYIOLLEro TpaHCreHa, aHTUCMbICNOBbIX 1 ALPHK-cynpeccopos).

B KauecTBe NprimMepa pacCMOTPEHbI TPAHCTEHHbIE PACTEHNS, XapaKTe-

pusylowmneca yBesnyeHHbIM NN CHUXKEHHbIM YPOBHEM 3KCnpeccnn Transgenic plants are widely used for the investigation
reHoB S-MoA06HbIX PUGOHYKIIEa3, a TAaKXKe CHUKEHHBIM ypOBHEM of functions of particular genes as well as for recon-
JKCMpPeCccum reHa NPOMHAErMAPOreHasbl, OTBeYaloLLero 3a katabo- struction of complex gene networks controlling plant
nv3m nponuHa. QyHKuMK S-nogobHbix PHKa3 ceA3bIBany rasHbIM morphology, biochemistry, and physiology during
obpasom ¢ pemobunusauren pocdarta 13 CTaperoLUX N OTMUPAIOLLUX different development stages and in response to
yacTen PacTeHmil, OfHAKO NATTEPH SKCMPECCHN HEKOTOPbIX FEHOB various external stimuli. Gene engineering instru-

13 3TOV rpynnbl NpeAnonarana BO3MOXHOCTb MX YYacTuA B 3awute ments for the design of transgenic plants with either
OT NATOreHOB (MHAYKUMA NPU NOBPEXAEHN TKAHEN B PAiOHE MOBPEX- elevated or suppressed expression of target genes are
AeHusi (0KanbHO) 1 B yAaNEeHHbIX opraHax (cnctemHo)). Kpome Toro, discussed. Genetic constructs for protein synthesis or
HekoTopble 6enkun cemeiictea PR-4 (pathogenesis-related proteins 4) antisense RNA/ self-complementary double-stranded
obnapaloT prboHyKneasHol 1 NPOTUBOrPUOGKOBOI aKTUBHOCTBIO. RNA transcription are described. Transgenic plants
WccnenoBaHme TpaHCreHHbIX NMHUIA pacTeHni Tabaka nokasano, 4to with elevated or decreased levels of expression
nosbiweHHaa PHKa3HasA akTMBHOCTb B anoniacte NpUBOAMT K MOBbI- of S-like ribonucleases and decreased expression
LIEHNI0 YCTONUMBOCTY K BUPYCY TabauHON MO3auKK, YTO FOBOPUT O of the proline dehydrogenase gene are considered as
HOBOW GYHKLMM S-NOJOGHBIX PUOOHYKIeas, CBA3AHHOM C yyacTriem examples. It was believed that S-like RNase functions
B C1CTeMe HecrneLnduyeckoi 3alwmTbl oT BUpYcoB. [lpyroi Habop concern mainly phosphate remobilization from senes-
JIMHU TPAHCTeHHbIX PAaCTEHUN CofepKan aHTUCMbICIOBOM Cynpeccop cent organs. However, expression patterns of some
reHa nponuHaernaporenassl (NMAr) Ha ocHoBe cermeHTa reHa apabu- genes coding for S-like RNases were similar to some
fgoncuca. Micnonb3oBaHuve 3TOM reHeTUYeCKor KOHCTPYKLUW 418 nony- pathogen-responsive genes (both local and systemic
YeHMs TPaHCTeHHbIX pacTeHW Apyrux BMOOB (Tabaka, KyKypy3bl, nog- induction after wounding or pathogen inoculation).
COJTHEYHVMKA) NPUBOAMIO K YMEPEHHOMY CHUXeHUIo akTusHocTu MO In addition, some pathogenesis-related proteins (PR-4
V1 NOBbILIEHNIO COAePKaHNA NPoNnHa B Hopme B 1,5-3 pasa. Okasa- family) possess RNase activity and can inhibit growth
NOCb, YTO NPU STOM TaKXe NOBbILIAETCA YCTONYNBOCTb PACTEHNIA of pathogenic fungi. Investigation of transgenic plants
K pasnnyHbiM BiAiaM abroTNYEeCKNX CTPECCOB (3acyxa, 3acoseHne, revealed that high ribonuclease activity in apoplast
XONOA, CONU TAXKENbIX METAJIIOB), UTO MOXET ObITb CBA3AHO C 3aLWT- correlated with increased resistance against tobacco
HbIM fieICTBUEM MPOSIMHA Ha PaHHUX 3Tanax HebnaronpuATHbIX BO3- mosaic virus. Thus, S-like RNases may have a new
AEeNCTBNIA, NPefOTBPALLAIOLIMM NOBPEXAeHUe Be/KOB KNeTOUHOro function as a part of the plant basal antiviral defense
annapata 3Kcnpeccuyt CBO60HbIMK paavKanamu. mechanism. Another set of transgenic plants bears an

antisense suppressor of the proline dehydrogenase
gene (PDH) constructed with an Arabidopsis target
gene segment. Tobacco, maize and sunflower plants
with this heterologous suppressor were characterized
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epBbIC JMHUM TPAHCTEHHBIX PACTECHHH ObUIN IOITY-

4eHbl Oosiee TpuAaTH Jiet Haszazn (Bevan et al., 1983;

Murai et al., 1983) ¢ mOMOIIBI0 BEKTOPHOW CHCTEMEI,
OCHOBaHHOM Ha Agrobacterium tumefaciens (Chilton, 1983).
3a MHHYBIINE TPH JACCATUICTUS TEXHOJIOTUU MOJIYUYCHHS
TPAHCTEHHBIX PACTEHHUH CTAIH OOIIECTPHHATHIM CITIOCOOOM HC-
ciieioBaHus (DYHKLUH OT/IETIbHBIX T€HOB 1 MX CUCTEM, a TAKKe
MIPOJIOYKHIIM Iy Th ISl TOJTYUESHHUS COPTOB C HOBBIMH IIEHHBIMH
CBOMCTBaMH JIJIsl HY)K/]] CEJIbCKOTO X035HCTBA U OUOTEXHOJIO-
rugeckux npousBoncTs (Kamthan et al., 2016; Nogué et al.,
2016). Micnonb3oBaHue TpaHCTEHHBIX (hOPM LIS TPOBEICHUS
MCCIIEIOBAHUIT MOXKHO KOCBEHHO OIICHUTH IO KOJHYECTBY
Hay4YHbIX MyOIMKAIM{, B HA3BAHUH WIIM AaHHOTALIMN KOTOPBIX
Hapsily ¢ Ha3BaHWEM PACTEHHUs NMPUCYTCTBYIOT TEPMHHBI
transgene WK transgenic. DTOT MOAXO/ ITHPOKO MTPHUMEHSII-
csl ISt pabOT HE TOJIBKO € KJIACCHYECKUMH «MOJICIIEHBIMI
pacrenusimu (Arabidopsis thaliana, Nicotiana tabacum), HO
U ¢ BOKHEUIIUMH CEIIbCKOXO3SIMCTBEHHBIMU KYJIBTYPAMHU:

Bun pacrenus Kom-Bo crareit*

JIro6oe pacrenue (TepmuH plant) 26222
Arabidopsis thaliana 7983
Nicotiana tabacum (tobacco) 6443
Solanum tuberosum (potato) 1450
Triticum aestivum (wheat) 1016

* Aunoruposansl B cucreme PubMed (http:/www.ncbi.nlm.nih.gov/pubmed/),
asrycr 2016 .

Knaccnueckas cxema moiydeHus: TPaHCTEHHBIX PACTCHUN
npuBeaeHa Ha puc. 1. [lnanupoBaHne co31aHus TPaHCTEHHBIX
pacTeHui BKJIIOYAET pa3pabOTKy CXEMbl TeHETHYECKOH KOH-
CTPYKIIMH, CTPYKTYpa KOTOPOi 00yCIIOBIICHA BUOM PACTEHUI
1 crrocoboMm Tpaachopmarin. I hEeKTUBHOCTE TpaHcpopma-
ILIM 3aBUCHUT HE TOJILKO OT BH/Ia PACTCHUH, HO ¥ OT TEHOTHIIA
1 MOXKET B 3HAYUTEJIbHOM CTEIIEHU BapbUpPOBATh Yy Pa3HbIX
coptos (Altpeter et al., 2016). J{is TpanchOpMAaITIH TBYIOTH-
HBIX PACTEHHI OOBIYHO UCTIONB3YIOT Pa30PyKEHHBIC IITAMMBbI
Agrobacterium tumefaciens, oqHako arpoOakTepuanbHas
TpaHC(OpMaLNs MHOTHX BHIOB OAHOJIOJBHBIX PACTEHUH
3aTpy[HEHa, ¥ B 9TOM Clly4ae MPUMEHSIOT IPYTHe METObI,
Harpumep 00MOapAMPOBKY YaCTHIIAMU C COPOMPOBAHHOM
Ha HuX JIHK renetnueckoil KOHCTPYKIMHU C NOCIEAYIOLUM
0TOOPOM KaJIyCOB Ha CEJIEKTHBHBIX (JOHAX U pereHeparmeit
TPaHCI'eHHBIX pacTeHuil. [{ns arpodakrepuanbHOi TpaHc-
(hopManuu MCTOIB3YIOT OMHAPHBIE BEKTOPHI, CIIOCOOHBIE
perumupoBarscst U B Escherichia coli, n B arpobakTepuy.
A. tumefaciens epeHOCUT B reHOM pacteHuit cerment JJHK
(T-06macTh), pacmoIoKEHHBIH MEX Ty KOHIIEBEIMU TIOBTOPAMHU
(LB, RB) (Bourras et al., 2015; Peyret, Lomonossoff, 2015).
B ctpykrype T-06macTu reHeTHUeCKOH KOHCTPYKITMHA MOYKHO
BBIJICTTUTH J[Ba KITFOUEBBIX dJeMeHTa (cM. puc. 1): pemop-
TEpHBI TeH U1l 0TOOpa TpaHC(HOPMAHTOB HA CEIEKTHBHBIX
cpeziax U cOOCTBEHHO IEJIeBOI T€HETHUYECKHI JIEMEHT JIJIst
9KCIIPECCHH B KJIETKAaX PACTEHUsS, Pajnd KOTOPOTO U MPOBO-
JIITCS OKCIIEPUMEHT 110 ITOJTYYEHHIO 1 aHAJIM3Y TPAHCTECHHBIX
(dopm. B xauecTBe Takoro 1eseBOro dJIEMEHTa MOTYT HC-
TIOJTH30BaThCS OCIOK-KOMUPYIONIHe TeHbl, TeHbl MUKpoPHK,
CEerMEHTBI TeHOB-MHUIIICHEH JUIsl CHHTE3a aHTUCMBICIIOBBIX MITH
caMOKOMIUTeMeHTapHbIX (aByxuemnodeunsix) PHK. Baxuoe
3HAYCHUE UMEIOT CITYKEOHBIE JIEMEHTHI (TIPOMOTOP, TIOMH (A )-
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CHUTHaJI, TPAHCIISIOHHBIE YHXAHCEPBI), a TAKXKE aanTalus
CTpYKTyphI uyxeponuoit JIHK nis nmpaBuibHON dKCTIpeccuu
B KJIETKAaX pPacTeHMH (CalWThl MHUIMALUN M TEPMUHAIUH
TPAHCIISILIMY, BTOPUYHAs CTPYKTYpa B 5'-HETPaHCINPYyEMOM
paﬁOHe, B HEKOTOPLIX ClIydasaX — ONTHUMH3AILUA KOOJOHHOI'O
cocTaBa Tl MaKCUMU3aIun ypoBHs dkcripeccnn) (Egelkrout
et al., 2012; Smirnova et al., 2012; KouetoB u np., 2014;
I'epacumoBa u ap., 2016).

Bakneiiuii 3tan rmiiaHupoBaHUs TEHETHYECKOM KOHCTPYK-
111 — BBIOOP npoMoTopa. Ha paHHuX sTanax pa3BUTHS TeHHOH
HMHXCHEPUU NIPUMEHSIICS OTPAHUYEHHBINA KPYT IIPOMOTOPOB
BHPYCHOTO WJIN arpo0aKkTepHaIbHOTO IPOUCXOKICHHS (35S,
pNOS, pMAS), a TakKe IPOMOTOPBI BEICOKOIKCIIPECCUPYIO-
IIMXCS TCHOB (aKTHHA, YOMKBUTHHA, TyOyrHa). OIHAKO ISt
PpEIIEHNS TOCTABICHHBIX B 9KCTIEPHMEHTE 3a/1a9 MOJKET Tpebo-
BaThCs HKCIPECCHUS TPAHCTEHA, OTPAaHWYEHHAS OIpe/IeTICHHOM
TKaHbIO, IICPUOAOM pPa3BUTUA WM BHCHIHUMHU YCIIOBUSAMU
(mHITynHOenpHBIe TPOMOTOPHI). Hakomnerne nHbopMannn
0 TPAHCKPUITOMAaX M NaTTepHax SKCIPECCHH I'€HOB PaCTCHUH
(B TOM 4YMCIie TPAHCT€HOB IOA YNpPaBICHHEM DPAa3TMYHBIX
MIPOMOTOPHBIX PAallOHOB B TPAHCTEHHBIX PACTECHUSIX) 3HAYHU-
TEJILHO PACIINPUIIO BO3MOXKHOCTH I10 AN3AHHY FeHETHUECKUX
koHCTpyKImid (Smirnova et al., 2012). B MUL{ul" CO PAH 0b11
TIOTyYeH Psi/ JIMHUIM TPAHCTEHHBIX PACTEHUH [UIS N3YUICHUS
(DYHKIMH OTHENBHBIX T€HOB U MEXaHM3MOB I'€HETHYECKOTO
KOHTPOJIS (PeHOTUNMNYECKUX XapaKTePHCTHK, HEKOTOPhIC M3
KOTOPBIX ONMCAHBI HHXKE.

JInHNKM TpaHCreHHbIX pacTeHnn

C UI3SME@HEHHbIM YPOBHEM aKTUBHOCTU
anonnacTHbIX pv|60HyKnea3

B renome pacTeHuil comepiKaTcsl TeHbI dKCTPAKIETOUHBIX
pubonykineas (PHKa3), ¢pyHKIINN KOTOPBIX TpaaulnOHHO
CBSI3BIBAIIN C peMoOmIm3annei GpocharoB U3 OTMHPAIOLIUX
yacTel pacreHuid (S-nomoousie PHKa3br), a Takxe ¢ ycroi-
YUBOCTHIO K (PUTONATOTEHHBIM TprOaM (HEKOTOpBIE OelKn
cemeiictBa PR-4) (®ununenko u ap., 2013; Jashni et al.,
2015; Stigter, Plaxton, 2015). B0 BRIABHHYTO MPEIIOJIO-
skeHue o Bo3MokHoi pon PHKa3 anonnacra B ycroitunBoctu
K BUpYycaM (Iof1aBIisioniee O0JIbITMHCTBO BUPYCOB PacTeHUH
coaep:xkat PHK-reHoMbI, KOTOpBIE MOTYT pa3pyIiaTbcs pruoo-
HyKseazamMu). s mpoBepKH ATOTO TPEAOTIOKEHUS ObLTH
CO3/1aHbl JMHUM TPAHCTEHHBIX pacTeHuil Nicotiana taba-
cum, DKCIpecCUpyrole TeHbl nankpeatrudeckoir PHKa3zb
Bos taurus, S-nogodnoit PHKa3m1 Zinnia elegans, a taxxe
JMHAN Tabaka ¢ CyNpecCHpOBAHHBIM I'€HOM COOCTBEHHOM
S-nomo6uoit PHKa3er Nk/ (Canrae u ap., 2007, 2010; Tri-
fonova et al., 2007, 2012).

Ha puc. 2 npuBeneHbl CXeMbl JIByX I'€HETHYECKHUX KOH-
CTPYKIUI: s cuHTe3a 3kcTpakieTounod PHKaswr pac-
TUTEJIBHOTO MPOUCXOXKIeHUs ucnonab3oBaHa kJAHK rena
ZRNasell uuHHUY, TIOMELIEHHAs MO/ yIpPaBJIE€HUE CUIIb-
HOTO KOHCTUTyTHBHOro npomotopa 35S PHK BMIIK (cMm.
puc. 2, a); ans cynpeccuu reHa S-mogoonoit PHKa3sr Tabaxa
NkI mcrionp30BaHbl CETMEHTBI 3TOTO I'eHA, PACTIOI0KEHHBIE
B BHJIe HHBEPTUPOBAHHOTO TMOBTOpA (CM. puc. 2, 6). BuaHo,
YTO PKCHPECCHUS T€HETUIECKUX KOHCTPYKIHUI H3MEHSET
CHEKTp aKTHBHBIX pHOOHYKJIEea3 B OCJIKOBBIX IKCTPAKTAX
pacTeHuil B CpPaBHEHHMU C UCXOAHBIMU (HETPAHCTEHHBIMH)



Transgenic plants as genetic models
for studying functions of plant genes

TpaHcpopmaHTbI

nupP/OT-NUP/cuHTe3
Bbl6OP BEKTOPa,
BbIGOP NMpomMoTopa

RB  pNOS NPTII p35S trans LB

Bbi6op crnocoba
TpaHcdopmaLmn

ArpobakTepuanbHblii iepeHoc

Puc. 1. Knaccnyeckasa cxema nosiyyeHnNa TPaHCreHHbIX pacTeHNI.

MUP - nonumepasHas uenHas peakuyus; OT — obpaTHasA TPaHCKPUNUWS; CUH-
Te3 — cuHTeTnYeckune cermenTbl [1HK; RB, LB — KOHLeBble NOBTOpPbI, OKanimnaA-
towme T-o6nactb B 6riHapHoM BekTope; NPTI — reH HeomnumHTpaHcdepasbi ||
E. coli, oaviH U3 BapraHTOB PEMOPTEPHOTrO reHa, obecneyrsaowmii oTbop
TPaHCreHHbIX PacTeHWIN Ha cenekTnBHbIX cpepax; pPNOS — npomoTop reHa
HonanuHcrHTasbl A. tumefaciens; p35S — npomoTop reHa 35S PHK Bupyca
MO3auWKIN LiBETHOW KanycTbl; trans — TPaHCreH U aHTUCMbIC/TIOBOW cermeHT/
VNHBEPTUPOBAHHbI MOBTOP ANA CYNPeccum reHa-MuLLeHy ¢ nomolybio PHK-
nHTepdepeHumn. ArpobakTeprasnbHblii NePeHOC OCYLLECTBIAETCA C MOMOLLbIO
«pasopyxeHHbIX» WTammoB A. tumefaciens, T-obnactu Ti-nnasmuabl KOTopbix
[eNneTrpoBaHbl, U B FeHOM KNETKW pacTeHns nepeHocutca T-o6nactb us 6u-
HapHoro BekTopa. B kKauecTse npumepa npriBeaeHbl poTorpadum KaHamm-
LMH-ycTonuMBbIX TpaHcdopmarToB Nicotiana tabacum.

(hopMamu B 3aJ]aHHOM HarpaBlieHuH (cM. puc. 2, ). [Tpu atom
TPAHCTEHHBIE PACTEHHS M UCXOAHBIN COPT Tabaka HE UMEIH
BUJIMIMBIX Pa3iIHuuii (CM. puc. 2, 2).

Jlnst sKcTIpeccuy TeTepoIOTMYHOro TeHa (CeKpeTOpHOU
PHKa3b1 MiteKoIMTar0MmKX ) HCIIOIB30BAJICS APYTO BApHAHT
TeHeTUYECKOH KOHCTpYyKLuH, B koTopoM k/IHK nmankpearuue-
ckoit PHKa3er Bos taurus 0buTa IOMEIICHA TTO]T YIIPABICHHUE
poMoTopa 2’ reHa MaHHONMHCHHTA3bl. B OTIi4ane oT crib-
HOTO KOHCTUTYTHBHOTrO nnpomotopa 35S BMIIK, atot mpomo-
TOpP XapakTepu30BaJcs 00jee HU3KMM YPOBHEM 3KCIPECCHU
B HOpME, a TAK)KE BBICOKMM YPOBHEM JIOKAJIbHOW MHIyKIINH
B paiioHe TIOBpex/eHus TKaHel pacrenuii (Trifonova et al.,
2007). ITockonbKy BUPYCHI YaCTO MOMAIAI0T B PACTEHUS C TIO-
MOIITHIO TTEPEHOCYNKOB-(PHUTO(PATOB, MTATTEPH TPAHCKPUTIITHN
npoMoTopa 2’ ObUT OJIM30K K IPUPOAHBIM BapHaHTaM IeHOB
3alUTHBIX OenkoB. OO0 KOHCTPYKIMH 0OECIeUUBAN BbI-
COKH ypOBEHb pHOOHYKIICa3HOH aKTHBHOCTH B aIrloIlIacTe
(B 8—15 pa3 Bwlme, 4eM y KOHTPOJISI), IPH 3TOM JTUHUHU
TPAHCTEHHBIX PACTEHUH XapaKTEePU30BAIUCH CYIIIECTBEHHON
3a/IepKKOH pa3BUTH BUpyca TabadHoii Mo3anku (Trifonova
etal.,2007,2012), a Takxe BUpyca MO3auKH OT'ypIia, IIpHHa/I-
JIeXKAIUX K pa3HbIM TAKCOHOMUYECKUM TpyInaM (Sugawara
et al., in press). [mmoreTrmaeckne MeXaHU3MBI POTHBOBH-
pycHoro aeicTBus dkcTpakierounsix PHKa3z moryt ObITh
OCHOBaHBI Kak Ha ys3BuMocTu reHoMHoit PHK Bupycos Ha
HEKOTOPBIX 3Talax X MPOHUKHOBEHHUS B PACTUTEIBHYIO
KJIETKY, TaK ¥ Ha IMUTAlMK MEXaHU3Ma IIpOrpaMMHUPYyEMOit
KJIETOYHOM CMEPTHU: NPU HAPYIICHUU LEJIOCTHOCTU TKaHEH
COZIEPKMMOE aIoIUIacTa MOXKET IIPOHUKHYTH B IUTOIIIA3My
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Puc. 2. TpaHcreHHble pacTeHNA C U3MEHEHHbIM YPOBHEM SKCMpeccum
3KCTPaKNETOUYHbIX PUGOHYKeas.

a, 6 — CxeMbl FeHeTNYeCKON KOHCTPYKLUMK: a — Ana skcnpeccun KAHK reHa
S-nopo6Hon PHKa3bl Zinnia elegans (ZRNasell); 6 — nuPHK-cynpeccopa

reHa S-nogo6bHown PHKasbl Nicotiana tabacum Nk1; 8 — doperpamma 6enkoB
c PHKa3Ho akTnBHOCTbIO (B MaTpuKce rens cogepxatca PHK, ncnonbsosaH
cneumanbHbii Kpacutenb) (CaHraes u ap., 2010); 2 — TpaHcreHHble (RNS)

1 HeTpaHcreHHble (SR1) pactenua N. tabacum.

MOBPEXK/JICHHBIX KJIETOK, B 3TOM ciiyuae aktuBHble PHKas3b1
BBITOJHSIOT (DYHKIUH «KWJIJIEPHBIX» OCIIKOB, yOMBAIOLIMX
KJIETKY ¥ MPEAO0TBpALLAIoUX perunkaiuio renomHod PHK
MIPOHUKILIETO B HEE BUpYCa.

Taxum 06pa3oM, pe3yisTaThl aHATH3a BUPYCOYCTOWYIHNBO-
CTH TPAHCTEHHBIX PACTEHHUH C MOAN(HUINPOBAHHBIM YPOBHEM
PHKa3HO# akTUBHOCTH B anoIulacTe MO3BOJMIN CAENATh
3aKIIIOYCHUE, YTO ITH OENKH MOTYT (pOPMHPOBATh «HYKJIE-
asHeI» Oaprep amst PHK-BupycoB m paccMaTpuBaThCcs Kak
JIEMEHTHI Hecnenn(pUIeckol CHCTEMBI 3aIlUThI, CXOIHBIE
M0 MATTEePHY JKCHPECCHH U HEKOTOphIM (pyHKuusM ¢ PR-
Oemkamu (pathogenesis-related proteins) (Trifonova et al.,
2007). [Tomumo urpOpMaIy 00IIeHayYHOTO XapaKTepa, Ha
OCHOBE TIOJTyYCHHBIX JAHHBIX MOJKHO pa3paboTaTh HOBBIE CTIO-
COOBI TIOJTyYEHHUS] COPTOB CEIILCKOXO3SIMCTBEHHBIX PACTCHUH
C MOBBIIICHHBIM YPOBHEM HECTIEIU(PUIESCKON YCTOHYNBOCTH
K BUpycaMm. [[71g 3Toro BO3MOXKHO HCIIONB30BATh TPAHCTEHBI
skcrpakieTouHblx PHKa3, a takye reHoTunsl ¢ BBICOKOH
PHKa3HO#1 akTUBHOCTBIO B aloILIacTe, OTOOPaHHBIC MTOCIIEe
aHaJIM3a UX TeHEeTHYECKOW M3MEHYMBOCTHU IO YKa3aHHOMY
npusHaky (Sindarovska et al., 2014). B HacTosiee Bpemst yBe-

AKTyaHbeIe TEXHOJIOrNN reHeTUKN n cenekynmn
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TpaHcreHHble pacTeHUA Kak reHeThYecKre mogenm
A1 M3yyeHna GYHKLMI reHOB pacTeHuit

JTIYCHUE YPOBHA 0a30BOH (HeCTIeM(UIECKOi) yCTOHUHUBOCTH
K puTomaroreHam B KOMOHHAIMHU C HAIIPABICHHBIM YBEJIHYe-
HHUEM CICITU(PUUCCKON YCTONUYNBOCTH PaCCMATPUBACTCS KaK
OJIHO M3 HanOoJee MEePCHeKTUBHBIX HAMIPABICHUH CEJICKIINU
(Lee et al., 2016).

JINHWN TPaHCreHHbIX pacTeHUN

CO CHU>KeHHbIM YpOBHEeM 3Kcnpeccnn

reHa nponnHaerngporeHasbl

B kneTkax MHOTHX BHJOB PAaCTEHUH MPOJUH BBITOTHSICT
(hyHKIIMM COBMECTUMOTO OCMOITUTA, U U3MEHECHHS B €T0 CO-
JIep>KaHUM BaXKHBI JIJIsl OBICTPON ajianTaluy pacTeHUH K 13-
MEHEHHIO B peknMe BotocHabxkeHus1. Kpome 3toro, cormacHo
HEKOTOPBIM JaHHBIM, MPOJIHH CIOCOOCH WHAKTHBHPOBATH
CBOOO/THBIE PAAMKAIIbI M 3aIIUIIATh OSITKU 1 MeMOpaHbI pac-
TUTEJIBHBIX KJIETOK OT oBpekaeHuii (Hayat et al., 2012). Cun-
TaJOCh, YTO MPOJTHH MOKET CHHTE3UPOBATHCS U3 TIIyTaMaTa,
CKOPOCTh-TMMUTHPYIOIIUM (PEPMEHTOM €ro CHHTE3a CIIY)KUT
nupponuH-5-kapookcunarcunTaza (IISKC). dynkunn reHa
II5KC y pa3HBIX BUAOB paCTE€HUI aKTHBHO UCCIIEI0BAINUCH,
B TOM YHCIIE Ha MOJIENIN TpaHCTeHHbIX pacTenuil (Verdoy et
al., 2006; Vendruscolo et al., 2007; u ap.). Ogaaxo GpyHKINN
TCHOB KaTa0oJIM3Ma IPOJIHHA, B YACTHOCTH CKOPOCTh-JINMHU-
Tupyromiero rena nposuaaeruaporenassl (I, u3ydeHst
B 3HAUYUTEIIFHO MCHBIIICH CTETICHH.

Hnst onpenenenus Bkiaja rera [III7 B KOHTpoab cTpecco-
YCTOWYMBOCTH pacTeHUil ObUIM pa3paboTaHbl TPAHCTEHHBIC
(hopMbI Tabaka CO CHMIKCHHBIM YPOBHEM €T0 IKCIPECCHU
(puc. 3). B cocraBe reHeTHYECKOW KOHCTPYKIIUU OBLT HC-
MOJIb30BaH KOPOTKHUM aHTHCMBICIOBON cerMeHT rena [1JII0
apabunorcuca (cM. puc. 3, @), 9To IPUBENO K YACTHIHOH Cy-
npeccuu reHa [1JI[, cHIKeHnIo akTUBHOCTH (pepMeHTa B 1Ba
pa3a U K YMEPEHHOMY MOBBIIIEHUIO aKTUBHOCTH NPOJIHHA
B HOpMe (cM. puc. 3, 6). AHanu3 Mop(hHOoPU3HOIOTHIECKUX
XapaKTePUCTUK PACTCHUH IIOKa3aJl, 9TO TPAHCTEHHEIEC (POPMBI
HE MMEJIN BUJIUMBIX OTJIMYUN OT UCXOAHOTO copTa Nicotiana
tabacum SR1, ogHAKO XapaKTEPHU30BAIUCH yBEIWMUCHHBIM
YPOBHEM yCTOWYHBOCTH K 3aCyX€, XOJIOIY, TOKCHYHBIM COJISIM
TSKETBIX METANIOoB (CM. pHC. 3, 6). B neixom uyactuunas cy-
npeccus rexa [IJII" npuBoauiia kK 3aMETHOMY CABUTY HOPMBbI
PEaKIyy 1Mo MpPU3HAKAM YCTOHYHBOCTH K Pa3sHBIM aOMOTH-
gyeckuM ctpeccam (Koueros u np., 2004; Komoasokuast u jp.,
2007; U6parumona u np., 2012). Tpancrenusie Gopmbl pac-
TEHHH TIOJICOTHEYHHKA U KYKYPY3bI, TOTYIECHHBIE C TOMOIIIBIO
9TON K€ TeHEeTHYECKON KOHCTPYKIUH, TaKXkKe OTINYaJINCh
MTOBBIIEHHON BEKUBAEMOCTBIO B YCJIOBHSIX JE(DHIINTA BOJBI
1 3aCOJIEHUS, YTO TOBOPUT O KOHCEPBATUBHOM posn rena [T
B KOHTpoJse cTpeccoycroitunBocti (Moiseeva et al., 2014;
Tishchenko et al., 2014).

[To-BumuMoMy, TOTyYeHHBIC PE3yIbTaThl MOKHO OOBSIC-
HUTH CBOMCTBOM MPOJIMHA 3alIMIIATh MOJIEKYJIbI OCJIKOB OT
noBpexaeHUN. [Ipu pe3koM U3MEHEHNH YCIIOBUH OKpYKaro-
el cpensl (BOJOCHAOKEHNE, TIOBBIIIICHUE WA TIOHIDKCHHE
TeMIepaTypsl U T.11.) Y paCTeHUH HHIYIUPYETCS IKCTIPECCUS
TEHOB CTPECCOBOTO OTBETA, 3AITyCKAIOIINX KOMIUICKC aJiar-
TAaIIMOHHBIX TPOIECCOB. B cilydyae WHTEHCHBHOTO CTpec-
COBOTO BO3JCHCTBHs O€3 TepHoja aKKIMMaTH3aUH OCITKU
KJICTOYHOTO ammapaTa 3KCIPEeCCHH MOTYT OBITh MOBPEKIE-
HBI, ¥ CBOCBPEMCHHBII CHHTE3 3alIUTHBIX OCIKOB HE OyneT
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3amymieH. TpaHcreHHble (JOPMBI CO CHHKCHHBIM YPOBHEM
axtuBHOCTH [1/II" XapakTepu3yroTcs yMEPEHHO MTOBBIICHHBIM
COZIepyKaHUEeM IIPOJIMHA B HOPME, YTO JIAeT OINpEeCHHbIC
MPEUMYIIECTBA HAa CAMBIX PAHHHUX 3Talax CTPECCOBOTO BO3-
JIeHCTBHS, B YaCTHOCTH oOecreunBaeT 3aIuTy (hakropos
arrnapara TpaHCKPHUITIUK U TPAHCIISIIIUN U CHHTE3 3aIIUTHBIX
0enKOB, C MOMOINBIO KOTOPBIX MPOUCXOJUT AaJIbHEHIIAs
aJIanTanys KIeTOK pPaCTeHUI Ha ONOXNMHYIECKOM U (PU3HOJIO-
T'MYECKOM ypOBHSIX. TpaHCreHHbIE pacTeHHS OKa3aInch Ooee
YCTOMUUBBIMHU K COJISIM TSKEIIBIX METAJIOB, TOKCHYECKOE
JIeficTBHE KOTOPBIX BO MHOTOM CBSI3aHO C ITOBPEXJICHHUEM
MOJICKYJI OCJIKOB (CM. pHC. 3, 8), UTO MOXET PacCMaTPHUBATh-
sl KaK TIOATBEPKACHUE 3TOH runoressl. B mocneqane roas
MIPOHUCXOIUT NTEPEOCMBICIICHHE PO METa0O0INIECKOH IIeTTH
CHHTE3a IPOJIMHA B IIPOLIECccax, MPOTEKAIOINX B PACTEHUH, 1
MOSIBIIAETCS OONBIIOE KOTMIECTBO HOBBIX JAHHBIX O POJIM 3TOM
aMUHOKHCIIOTH B (hopmupoBaHuu ramerodura (Biancucci
et al., 2015), xourposne crapenust pacrenuii (Zhang, Becker,
2015), 3ammTe ot duronarorenos (Qamar et al., 2015) u apy-
TUX KIIOYEBBIX Mporeccax. PazpaboTanHble HAMU JIMHUU
TPAHCTEHHBIX PACTEHHUH TAK)Ke MOT'YT ObITh BOCTPEOOBaHbI B
KaueCcTBE TeHETHUECKUX MOJIENEH sl NCCIIEIOBAaHNS B yKa-
3aHHBIX HAIPaBJICHUSX.

BaxxHoe 3HaueHHE MMEET CTPYKTypa FeHeTHYECKOW KOH-
CTPYKLIMH, B KOTOPOH B KaU€CTBE aHTHCMBICIIOBOTO CyIIpec-
copa ObLT MCTIONB30BaH KopoTKuit cermeHnT KJIHK rena apa-
ouornicrca. [ eTepoNoruyHbIii aHTUCMBICTIOBOM CYTIPECCOp HE
MIPUBOAMII K IOJHOMY BbIKJItOUeHHIO reHa [I/[I" B pacTenusx
N. tabacum (11, BO3MOXHO, KYKypy3bl), TO3TOMY MOP(OII0-
TMYECKHE XapaKTEPUCTHKN M CPOKHU Pa3BUTHUS TPAHCTECHHBIX
(hopM B HOpME HE MMENN 3HAYUMBIX PA3JIUUUIl C HCXOIHBIM
COPTOM, 10 KpalHeH Mepe B yCIOBHSX TEIUTUIBI M B JKC-
MIEPUMEHTAX in Vitro. BhIsIBICHHBIE 3aKOHOMEPHOCTH MOYKHO
UCTIONB30BaTh ISl TIOY4EHUSI HOBBIX COPTOB CEIHCKOXO-
3SICTBEHHBIX PACTEHUH C IMOBBIIICHHOW HECTICITU(PIIECKON
YCTOWYMBOCTBIO K aOMOTHYECKUM CTpeccam, Uil 4ero Mo-
I'YT NPUMEHATBHCSI KAK METOJbl TPAHCICHE3a, TaK U aHaJIN3
UMeroIeics B MOMYJSAIUSIX TeHeTHUECKOH M3MEHYHBOCTH
mo aktuBHOCTH reHa [1/1/comepikaHuio mpoJinHa B HOpME
C TOCJEAYIOMNM BOBIEYCHUEM OTOOPAHHBIX TCHOTHUIIOB B
CEJICKIIMOHHBIHN IPOIIECC C TOMOIIBI0 METO0B MapKep-0pH-
eHTHpOBaHHOU cenekiuu (Spoljarevié et al., 2011).

)J,pyrme mMeTobl reHHowmn NHXeHepun

ANA N3yyeHnA reHeTUYecKoro KOHTponaA
NpPU3HaKOB pacTeHuin

B nocnetame rozipl apceHan reHHO-UHXEHEPHBIX TEXHOIOT Ui
cyliecTBeHHO paciupuics. K unciy Handosee HHTEPECHBIX
TEXHOJIOTHH OTHOCHUTCSI BHPYC-MHIYLUPYEMbIH TeHETHYE-
ckuii cainencunr (virus-induced gene silencing — VIGS),
OCHOBAaHHBI Ha BKJIIOYEHUH CETMEHTa IeHa PacTeHUsI-XO-
35MHa B COCTaB BUPYCHOIO reHoma s uHaykuuu PHK-
UHTEP(EPEHINN 1 BBIKIIOYEHHSI 3KCIIPECCHU TeHa-MHIIEHU
Ha MOCTTPAHCKPUIIIMOHHOM ypoBHe (YKupHOB 1 nip., 2015;
Lacomme, 2015). Dddexr or npumenenus VIGS cxonen
¢ 3¢ dexrom, HaOIOAEMBIM y TPAaHCTEHHBIX PACTEHUH, He-
CYIIMX T€HETHUECKHE KOHCTPYKIINH C aHTUCMBICIIOBBIMU HITH
nuPHK-cynpeccopamu (cM. puc. 2, 6 u 3, a). OnHaxo moiy-
YeHHE TPAHCTEHHBIX (DOPM U1l HEKOTOPBIX BU/IOB PacTeHUI
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Puc. 3. TpaHCreHHble pacTeHNA CO CHUKEHHBIM YPOBHEM 3KCNpeccnn reHa nponnHaerngporeHasol.

a — CXema reHeTMUYEeCKON KOHCTPYKLMU /1A YaCTUYHOWN Cynpeccuy reHa NponvHAerngporeHassl pacteHnin (pdhds — antucmblcnoBoi cermeHT rexa A. thaliana);
6 - cofiep>kaHne NPOoJIMHA B NMNCTbAX TPAaHCHOPMAHTOB; 8 — YCTONYMBOCTb TPaHCPOPMaHTOB (TM-IMHUM pacTeHWIM) MO OTHOLLEHNIO K 3aCyXe, XOOAY, a TakKe
conam TAxenbix metannos (Kouetos n ap., 2004; KonoaskHas n ap., 2006, 2007; i6parumosa v gp., 2012).

MpeACTaBIsIeT cO00M CIOXKHYI0 Tpolenypy. Kpome Toro,
CyHpeccHsi HEKOTOPBIX TEHOB MOKET OJIOKMPOBATh Pa3BUTHE
pacTeHHH, MOITOMY TOJSyYEHUE TAKUX TPAHCT€HHBIX (OpM
HeBO3MOXXHO. VIGS 1M03BOJISET BBIKJIIOUUTH IKCIPECCHUIO
TeHa-MHIICHHA B OOJBITMHCTBE KIETOK B3POCIOTO (HETpaHC-
TEHHOT0) PacTEHHs, YTO NPEJOCTABISCT JIOMOTHUTEIBHBIC
BO3MOXHOCTHU B DKCIICPUMEHTE. Texunuecku JJI UHAYKIIUN
VIGS ucnonb3yroT arpodakTepuaibHy 0 TPAHCHEKITHIO (BHE-
CCHUE CYCIICH3UM A. tumefaciens B TKaHb JHcTa). B coctaBe
T-o0sacTu reHeTH4ecKol KOHCTPYKIMU MO yIpaBICHUEM
pacturensHOro npomoropa pacnonoxena k/IHK pacrturens-
HOTO BHpyca (Kak IpaBHJIO, HETPAHCMHUCCUBHBIM BapHaHT,
MHQUIMPYIOIUIT OOMBIINHCTBO TKAHEH DKCIIEPUMEHTAIb-
HOTO pacTeHHs, HO HE CIIOCOOHBIN NepenaBaTbecsi APYroMy
pacTeHHIO OOBIYHBIM JUTS JAHHOTO BHpyca criocobom). B co-
craB 3Toil k/IHK BKJIFO4AIOT CErMEeHT reHa-MHUILCHHU, YTO
npuBoanT K mHAYKIH PHK-naTepdepentmm. OqHnm u3 Hau-
0oJiee 4acTo M NIMPOKO MCTIOJIb3YEMbIX BAPHAHTOB SIBIISIETCS
BEKTOpHAsI CHCTeMa, OCHOBaHHAasI Ha BUPYCE TIOTPEMKOBOCTH
tabaxa (KupHoB u 1p., 2015; Lacomme, 2015).

B xauectBe npumepoB mpumenenus VIGS MoxHO mnpu-
BECTH HeJaBHUE PaObOTHI 110 U3YyUCHUIO TPAHCKPHITIIMOHHBIX
(haKTOpOB, KOHTPOIHUPYIOMINX YCTOHUMNBOCTE K 3acyxe (Wang
et al., 2016) u ¢yzapnosy (Kumar et al., 2016): ananu3 no-
CHC}ICTBI/Iﬁ (BBIKJIIOYCHHUA» DKCIIPECCHUU T'€HA B KJICTKax
B3POCIIOTO PACTEHUSI HCTIOJIB3YEeTCs KaK 9aCTh KOMIUIEKCHOTO
Ipolecca UCCIIeI0BaHMsI, HAITPaBICHHOTO Ha BCECTOPOHHEE
BBISIBJICHHE (DYHKIIMH LIEJIEBBIX TEHOB.

Hpyroii oueHb UHTEPECHBI M'€HHO-UH)KEHEPHBIN MOJ-
XOJ] — 9TO TeTEPOIOTUUHBIH reHeTndeckuii cainencunr (host-
induced gene silencing — HIGS). 3ot nonxox ocHOBaH Ha
uHayknuu B pacrennu PHK-uHTEepdepeHnnn ¢ moMomsio
TpaHcrernesa win VIGS, HO HCTIONB3yIOTCS aHTUCMBICIOBBIE

CErMEHTbI He COOCTBEHHBIX T'€HOB PACTECHUsI,  TCHOB B3aUMO-
JEHCTBYIOIINX C paCTEHHEM OPraHU3MOB, HAIIPUMEP I1aTOICH-
HBIX TprooB i purodaros (Koch, Kogel, 2014). Oxazanocs,
4yT0 SiRNA CcrocoOHBI MPOHKUKATEH B KICTKH (uTodara u 3a-
IIyCKaTh 3BOJIIOIIMOHHO-KOHCEPBATUBHBIN MexaHu3zM PHK-
nunTepdeperunu. [IpuMepoM npuMeHEHHs 9TOH TEXHOIOTUH
ciyxatr pabotsl o HanpasieHHoi HIGS-onmocpenoBanHoi
CyIIpecCcHy BaXKHBIX TeHOB Puccinia triticina (Panwar et al.,
2013), Fusarium oxysporum (Koch et al., 2013), HemaTon
(Dubreuil et al., 2009), nacekombix (Kumar et al., 2012).
[Mo-Buammomy, B Ommxaifmem Oymymem OyayT paspado-
TaHbI HOBbIE TEXHOJIOTUH T€HHOM MH)KCHEPUH PACTCHUH ISt
HEMOCPEICTBEHHOTO BO3/IEHCTBHS Ha (PUTO(ATrOB WK APYTHUE
OpraHu3Mbl, B3aUMOJEHCTBYIOLIME ¢ pacTeHusIMU. HenaBHo
OBUT NPEJUTOKEH MO/IXO0J], OCHOBAHHBIM Ha CHHTE3€ B TPaHC-
IEHHBIX PACTCHUSIX aBTOHOMHBIX PETUIMKOHOB BUPYCHO# ITpH-
POZIBL, HE CIIOCOOHBIX PEILTHLMPOBATHCS B KIIETKAX PaCTCHHH,
HO CITOCOOHBIX MH(HUIMPOBATH KieTKU utodaros (alien repli-
con producing organisms — ARPO), 4To MOXET IPEI0CTaBUTh
HOBBIC BO3MOKHOCTH B 00JIACTH OHOKOHTPOJISL TIPUPOIHBIX
MOMYJISIMN pa3nnaHbiXx oprann3Mos (Kochetov, 2014).

3aknioyeHune

Mertozbl U TIOXO/IBI TEHHOHM MH)KEHEPUH HEOOXOIMMBI JUIS
NpOBEJCHUS (PYHIAMEHTAIBHBIX HCCIIEIOBAHUI B 001acTH
reHeTHKH pacTeHuid. TpaHcreHHbIe GOPMBI JalOT yHHKAIbHBIC
BO3MOXXHOCTH JJISl BBISIBJICHUS! (DYHKIIMH OTAEIBHBIX TCHOB,
MEXTCHHBIX B3aUMOJICHCTBUI M B KOHEUHOM UTOTE — JUIS
PEKOHCTPYKLMH CIIOKHBIX aHCaMOeil reHOB, KOHTPOJIUPY-
1omux (popMupoBaHre MOP(OIOrHIeCKNX, OMOXUMHYECKUX
1 (pU3MONOTNYECKUX XapaKTePUCTHK PACTEHHI M MEXaHU3-
MBI QJIaNTAlUH K NU3MEHSIOLINMCS YCIOBHSAM OKPYKAIOIICH
CpeJIbL.
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flBneHve retepo3uca, M3BECTHOE KaK NPeBOCXoACTBO rnbpuaos F,
Hapj poanTenamMu, 3GPeKTVBHO NCMONb3YeTCA B CENIbCKOXO3ANCTBEH-
HOW NpaKTUKe C Havyasna NPOLLIOro BEKA, OfHAKO ero reHeTuyeckme
NMPVYUHBI OCTAIOTCA HEPACKPbITbIMU. Ha OCHOBE 3KCNeprIMeHTasbHbIX
JaHHbIX, MOMYYeHHbIX NPV NCCNEeA0BaHNN TMOPUAOB KYKypy3bl,

1 TEOPETNYECKMX PAcYeTOB OblIn NpeAnoxeHbl 6a3oBble MOAeNU,
ONKMCbIBaKOLLME STOT GEHOMEH C TOUKU 3PEHVs Pa3fINyHbIX TUMOB
B3aVIMOJENCTBUA FEHOB — [JOMUHNPOBAHNSA, CBEPXAOMUHUPOBAHNSA
1 3nucTasa. Kaxaas 13 npeanoxxeHHbIX KOHLEeNUuii nmeeT Hefjo-
CTaTKMW, HaKNaAblBalLMe onpefesieHHble OrpaHNnYeHUs Ha BO3-
MOXXHOCTb MOJTHOV MHTEPMNPETALMM MEXaHN3MOB GOPMMPOBaHNSA
retepoTuyeckoro oteeta B F,. B jaHHOM 0630pe faHa KpuTH-
yecKan oLeHKa TeopeTUYeCKX KOHLEMNLMiA reTepo3uca ¢ no3mumm
HaKOM/EHHbIX K HACTOALLEMY BPEMEHW AAHHbIX FTEHETVKUN 1 MOJeKy-
NAPHOW 6ONOrK, KOTOPbIE KOHLEHTPUPYIOTCA Ha KOHKPETHbIX
MeXaHU3Max, AeVCTBYIOLWMX B OTHOLIEHNM crieLndrnyecknx nprsHa-
KOB. B 4acTHOCTU, NOKa3aHa posib NeTanbHbIX 1 NOAYNEeTaNbHbIX
MyTaLuii Npy GOPMUPOBaHUN FreTePOTUYECKOro GeHOoTMMa Y pacTe-
HUI. PaccMOTpeHbl BONPOCh MHTEPNPETaLun reHeTuuecKnx sdpdex-
TOB NPV HANIMUMK CLENTIEHWS, KOTOPbIE OTHOCAT K NCEBAOCBEPXAO0-
MUHUpPOBaHMio. Ocoboe BHUMaHVE yaeneHo HeannenbHbIM B3aumo-
[eNCTBYSAIM reHOB, KOTOpble A0OABMAIOT HOBbIE HIOAHCbI MPU 06CY-
JeHnn 3GpeKToB AOMVHUPOBaHMA U CBEPXAOMUHMPOBaHNUA. Npes-
CTaBfieHa MHPOPMALMA O MOHATUM KOMOVHALMOHHOW CNIOCOBHOCTM
1 ee NPaKTNYECKOM MCMOSb30BaHNN B KOHTEKCTE KOHLenuuy retepo-
TYecKux rpynn. MokasaHbl HEKOTOPbIE aCMeKTbl B3aVIMOAECTBUA
reHoTUn — cpefa. BbIMonHeHHbIN aHany3 TeopeTUYeCcKNX KOHLenuuii
reteposyica C No3nLUY COBPEMEHHbIX AaHHbIX FTeHETVIKUN CBUAETENb-
CTBYeT 0 BaXKHOW PO/ Pas3nNyHbIX TUMOB AeNCTBUA reHoB npu Gpop-
MMUPOBaHU BblAatoLierocsi GeHoTuna u NogTBEPKAAET Heobxoam-
MOCTb CUCTEMHOTO NMOAXO0AA K 3TOMY CJIOXKHOMY U YHUKATIbHOMY
ABNEHMIO.
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Theoretical aspects of heterosis

L.V. Khotyleva, A.V. Kilchevsky, M.N. Shapturenko@

Institute of Genetics and Cytology of National Academy
of Sciences of Belarus, Minsk, Republic of Belarus

The phenomenon of heterosis, known as superior
performance of hybrid organism compared with either
of their parents, has been exploited by agricultural
practices in the production of various crops since

the beginning of the last century; however, its genetic
basis has remained obscure. With experimental

data obtained from the study of maize hybrids, and
mathematical calculations, some genetic models
have been proposed to explain heterosis from

various types of gene interaction, such as dominance,
over-dominance and epistasis. However, any of the
proposed concepts has weak points, which place
limitations on the possibility of overall interpretation
of heterotic response in F;. In this review we gather

a brief account of findings from various studies for
critical evaluation of the main theoretical concepts
based on the information accumulated to date by
genetics and molecular biology and focused on par-
ticular mechanisms acting for specific traits. We dis-
cussed some aspects concerning the role of mutation
loads in the formation of heterotic phenotype. Also,
we gathered a brief account of findings for interpre-
tation of genetic effects due to linkage and non-allelic
genes’interactions that make nuances to analysis

of dominance and over-dominance. We have provided
information about combining ability, its practical
application in the context of the concept of heterotic
groups. Here we also discussed some aspects of “geno-
type -environment” interaction. Recent advance-
ments in genetics and molecular biology indicate

the importance of various types of gene action

for heterosis and confirm the necessity of system-
level approaches to understanding this unique
phenomenon.

Key words: heterosis; genes interactions; dominance;
over-dominance; epistasis.



€TepO3UC SBJIIETCSI OJHUM M3 Haubojee 3HaYMMBIX (e-

HOMEHOB Omonornu. Ero komMmMepueckoe MCIoIb30BaHUE

MTO3BOJIMJIO 3HAYMMO YBEJIWYHUTH BaJOBBIE cOOPHI MpO-
JYKIMHM KaKk B PACTCHHUEBOJCTBE, TaK W YKHMBOTHOBOJCTBE
(Duvick, 2001; Fu etal., 2014). IlepBbIe myOIUKaIINH 110 3TON
npooieme (Shull, 1908, 1914), Bemmenimme 6oee 100 et Ha-
3all, 3aJI0KUJIA OCHOBY COBPEMCHHOM TMOPUIHOM CEICKIMU
HE TOJIBKO Y KYKYPY3Bbl, HO M y IPYTHX X03HCTBEHHO IEHHBIX
KyssTyp. CTOJb BBICOKast 3HAYMMOCTb T€TEpO3HCca IMOCITYKHIIa
UMITYJIbCOM K M3yYEHHUIO TeHETHYECKHX MEXaHU3MOB 3TOTO
YHHKAJIBHOTO SIBIICHUS ¥ Pa3BUTHIO TEOPETUUECKUX MOZEIIEH
(Shull, 1908, 1952; Bruce, 1910; East, Hayes, 1912; Jones,
1917; Charlesworth, Willis, 2009).

BnepBble nCnOIb30BAHUE TETEPO3UCA B CEIIBCKOXO3SM-
CTBEHHOW NMpPAaKTHUKE OBUIO OCYIIECTBIECHO Ha KyKypy3e
(Zea mays), 3arem Ha cBekiie (Beta vulgaris), copro (Sor-
ghum bicolor), myxe (Allium cepa), 6axknaxanax (Solanum
melongena), Tomarax (Lycopersicum esculentum), mepue
(Capsicum), puce (Oryza sativa), xnonke (Gossypium hirsu-
tum), monconaeunuke (Helianthus annuus) v pance (Brassica
napus) (Melchinger, Gumber, 1998). Hauanom rubpunoii
cesiexiu cuntarotr 1920 . (Crow, 1998). B 1924 . Obun
MIPOJaHbI TIEPBBIE HECKOJIBKO Oymieneil rHOpuIHBIX CeMsH
KyKypy3bl (Crabb, 1947) u B ee mpou3BoacTBEe Hadajics
CTPEMUTEIIBHBIH NEPEX0/1 OT CBOOOTHOOIBUISIOIINXCSI COPTOB
K ruOprgam. B mrare AifoBa 1ons THOPHAOB B MPOM3BOA-
CTBEHHBIX ITOCeBax BeIpocia oT MmeHee ueM 10 % B 1935 . no
6omee 90 % B mocnenyromue yetbipe roga. K 1950 r. 60:16-
IIMHCTBO BhIceBaeMbIX Ha Tepputopun CILIA cemsH KyKypy3sl
6butn tnOpuaaeIME (Crow, 1998). 3a cyer ucnonb30BaHUS
B CEJIbCKOXO3SICTBEHHOM NPaKkTHKe THOPUI0B 3TON KYJIBTYPBI
YAAJIOCh YBEJINYNTH cOOpBI 3epHa Ha 15 % 1Mo cpaBHEHUIO
C Iy4IIMM cBoOOtHOONBLIIIOMMMCSE copToM. K koHIy XX B.
nocesbl F| KyKypy3bl coCTaBIIsIM yxke OKoso 65 % ot oOwei
TUTOIIAIH €€ BO3/IEJIBIBAHMS, YTO 0OECIIEUMIIO YeThIPEXKpaT-
HBII TpupocT ee rogosoro npoussoactea (Duvick, 1999).
[IIupoko Bo3zaenbIBaEMbIH B CTpaHaX A3uK THOPUIHBIN pUC
Jan nperMyectso B 20—30 % 1o cpaBHEHHIO C HAMTYYIIUMHI
MHOPEHBIMH COPTAMH, CIIOCOOCTBYS YBETMICHUIO (D PEKTHB-
HocTH npou3BoacTea Ha 44 % (Cheng et al., 2007). B Kurae,
KaK OJTHOM M3 KPYITHEHIINX MUPOBBIX TPOU3BOAUTEINEH parica,
€ro ruOpu/Ibl 3aHUMAIOT He MeHee 75 % OT 00X TOCEBHBIX
mnomazaei (Fu, 2009). Y taxoii BakHO 3€pHOBOH KYJIBTYpHI
Mupa, Kak mmennna (7riticum aestivum), THOpUAB! oOecte-
4yBaloT npeBocxoncTso B 10-25 % (Hoisington et al., 1999).
HecmoTpst Ha TPYTHOCTH TPOU3BOACTBA THMOPH/IHBIX CEMSH
T aestivum, 8 2012 1. nocess! F, muenune: B EBpone noctur-
11 250 ThIC. Ta, ¢ IPEUMYILIECTBEHHOU 1osiel dpaHuuu — oc-
HOBHOT'O MOHOIIOJIMCTA B 00JIACTH ITPOU3BOACTBA XUMUYECKHX
areHToB «cteprmam3anum» (http://www.hybridwheat.net). {ns
COpPTO TOYTH TIOJIOBMHA MUPOBBIX TTOCEBOB IIpE/ICTaBICHA
rubpugamu ¢ skoHoMuueckuM 3 dexrom 35-40 % (Duvick,
1999). IIporpecc HCTIONB30BaHUS TETEPO3UCA HA TIPAKTHKE
CTHMYJIUPOBAJ HHTEPEC YUCHBIX-TCHETHKOB B UCCIICIOBAHUH
3TOTO YHHUKaJIbHOrO (PEHOMEHA U CIOCOOCTBOBAJ IOSIBIIE-
HUIO TEOPETHUECKNX KOHILEMINH, KOTOPBIE MPETEepPIeBaIH
pa3nuuHble MOAU(UKALIMN ¥ MHTEPIPETALNN C PA3BUTHEM
METOJIOB aHaJlu3a U MOJy4eHUEM HOBBIX JaHHbBIX. B cBoeM
KJIACCHYECKOM BapHAHTE OHH OIIPEAEIININ HAPaBICHUS HC-
CJICIOBAHMH Ha MHOTHE TOJIBI.

leHeTn4Yeckune mogenu reteposnca

OCHOBHBIE TIPEJCTABICHUS O MEXaHW3MaX JBYX (YyHKIH-
OHAJIBHO MPOTHUBOIIOJIOXKHO HANPABICHHBIX SBICHHUH (WMH-
OpPHMIMHT ¥ TETEPO3HC) CBOIATCS K OJHO- 1 MHOTOJIOKYCHOM
mozensM (puc. 1). OnHonokycHast Mozelts mpearnoiaraet (1)
JIOMMHHUPOBAHHUE, IIPU KOTOPOM JI€HCTBUE BPEIHBIX PELIECCH-
BOB ITOJIaBJICHO JOMHHAHTHBIM romosiorom (Davenport, 1908;
Jones, 1917), u (2) cBepXIOMHHUPOBAHHE, KOTOPOE TAKKE
00yCIIOBIICHO B3aUMOZICHCTBHEM MEK/Ty WICHAMH OJJHOU U TOH
ke mapsl ayuteneit (Shull, 1908; East, Hayes, 1912). I'enetn-
Yyeckoe 00BSICHEHUE TeTepo3nca M HHOPUIMHTOBOM JICTIPECCHI
B ClIy4ae OJIHOJIOKYCHOM MOJIEJIH CBSI3aHO C JIOMHUHAHTHBIMH
YPOBHSAMH ajuieneil. B mepBom ciyuae npeamosnaraercs npe-
MMYILIECTBO I'€TEPO3HUTOT, BO BTOPOM — JICHCTBUE YaCTHYHO
WK TTOJTHOCTBIO PEICCCUBHBIX MYTAaHTHBIX anneneﬁ, npu-
BOJSIIIIEE K YMEHBIICHHIO KN3HECHOCOOHOCTH TOMO3HUTIOT.
MHoOTroJI0OKyCHast MOJICNIb pacCMaTpUBaeT I'eTEPO3UC C TI0-
3UIMH HCAJIJICJIbHBIX BSaI/IMOI[eI‘/’ICTBI/II\/'I I'CHOB WJIHM DIIMCTAas3a.

B xonTekcte Teopun nomumaupoBaHus (Davenport, 1908;
Bruce, 1910; Keeble, Pellew, 1910; Jones, 1917; Collins,
1921) npesocxoncTBo ruOpuaoB F; 00ycnoBieHo akKyMys-
el y ruopusia 61aronpuATHBIX JOMUHAHTHBIX TEHOB U 10~
MHHAHTHOW KOMITJIEMEHTAIMEH BpeIHbIX perneccuBoB. Ode-
BUJIHO, IMEET MECTO B3aUMOJICHCTBUE aJlIeNIbHBIX (JaKTOPOB.
3HaveHne JOMUHAPOBAHUS 1S OOBSICHEHUS €T eHepalliy IIPH
MHOpUANHTE ¥ OIaronpusaTHOTO (G eKTa NpU CKPEINBAHUH
BriepBbie 6610 oTMeueHo C.B. Davenport (1908), npeamnona-
TaBIIMM BIMSHUE Ha ITPU3HAK HEOOJBIIOTO YHCIa (haKTOPOB
C XOPOIIO BBIPAKCHHBIM MH/NBHU/IyaIbHBIM JICHCTBHEM.

MoryT a1 MyTaluu OOBSACHUTH HAOMIOZAEMYyIO CTCTICHb
JIETIPECCHUH TIPU HHOPHUIUHTE U €€ CHATHE MPH ayTOpUanHTe?
BesycnoBHO, BpeqHbIe MyTallMM IPHUCYTCTBYIOT B €CTe-
CTBCHHBIX NOMYJIANUAX W HACBIIICHHOCTH IOJJIYJICTAIAMU
U JIETAJISIMU HU B KOEM Mepe He yMajsieT UX BaKHOW poJu
B MOJIZICPXKaHUH BBICOKOTO YPOBHSI OMOJIOTHYECKOW IIpH-
crocobnenHoctu. EcTh Bce ocHOBaHUs cuMTaTh, YTO HEOIIa-
TOTIPUSTHBIC M JIaKE JICTAJIbHbIE B TOMO3UTOTE PELECCHBBI
SBIISIOTCSI HEOOXOMMBIMH 4acTSIMH T€HOTHIIOB XOPOIIO
MPUCIIOCOOICHHOH MOIYJISIIUKI ¥ aKTUBHO MOIJICPIKUBAIOTCSI
0TOOPOM Ha COOTBETCTBYIOIIEH YacTOTE.

Uccnenosanus Drosophila melanogaster nokazanu, 4to
oxoi1o 30 % BTOPO# U TpEThel XPOMOCOM AUKOTO THIIA, U30-
JMPOBAHHBIX Y MYKCKOM 0cOOH, JIETaIbHEl B TOMO3UTOTE
(Crow, 1993). I'eTepo3uroTsl MO JIETaJIbHBIM XPOMOCOMaM
MPaKTHYECKH BCEr/a KU3HECIIOCOOHBI, YTO MOJTBEPIKAAET
PELECCUBHBIN XapakTep 3TUX MyTauuid. PasnuuHble qukue
JIeTaIbHBIC XPOMOCOMBI HECYT pa3HbIE JICTaIbHbBIE My TaIHH.
Eciin oTOop HampaBlieH Ha MPEUMYIIECTBO I'€TEPO3UTOT,
YacTOTHI JJIEIIEH, MOHMKAIOIINX KU3HECTIOCOOHOCTH TOMO-
3WTOT, JJOJDKHBI OBITh IPOMEKYTOUHBIME (CPETHUMH) U pac-
MpEACIATHCA MCXKIY Pa3IMYHbIMU T'€CHOTUITAMU. 9KC1'IepI/IMeH-
THI TI0 aHANKM3y MyTaumid y D. melanogaster Toka3aiy, 4To
YacTOTHI JICTAJIBHBIX MyTaIMi MOJICP>KUBAIOTCS] HA HU3KOM
YpOBHE, @ TOMO3UTOTHOCTh CHHMIKAET MPUCIOCOOICHHOCTh
MyX B T€UCHHUE )KH3HESHHOTO ITUKIIA B cpeaHeM 1o 84 % (Sved,
1971; Latter et al., 1998).

1 GonpIIMHCTBA BUIOB PACTEHHI M KUBOTHBIX HE
YCTAQHOBJICHO, B KaKOHW CTETIEHN MHOPHIMHTOBAS JIETIPECCHUS
CBsI3aHa C JICTAJIbHBIMU MYTaIMIMH, TaK KaK TOMO3UTOTHBIE
AIMOPHUOHBI IIOTHOAIOT HA CaMbIX PAHHHX CTAJIUSIX CBOETO pa3-
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TeopeTnyeckune acneKkTbl reteposunca
M.H. WantypeHko
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Puic. 1. TeHeTyecKne Mmogenu reteposica: AOMUHUPOBAHUE (a) N CBepPXJOMUHKPOBaHMe (6),
COOTBETCTBYHOLLME OLHOMOKYCHOW MOLEN!; NCeBAOCBEPXAOMUHMPOBaHME (8), BO3HUKatoLLee npu
TECHOM CLienIeH MeXxay ABYMsi JIOKYCaMU C MPOTVBOMOMNOXHBIMUA agANTBHBIMUY 3ddeKTamu,
cornacHo (Goff, Zhang, 2013).
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Puc. 2. YpoxainHocTb npocTbix rubpugos (hybrid yield, ®), cpegHas nx nHbpefHbIx poanTenen
(inbred yield, W), oTHocUTenbHbIN reTeposuc (%, percent heterosis, ) 1 aGCONIOTHbBIN reTepo3nc
(heterosis yield, A) kykypy3bl, Bo3genbisaemoi B CLLIA B TeueHune 1916-1985 rr. (Duvick, 1999;
Troyer, Wellin, 2009).

BuTHsL. OJTHAKO B OT/ICJIBHBIX HCCIIEI0BAaHMIX TIOKa3aHbl cXOHbIe ¢ D. melanogaster
YaCTOTHI JICTAIBHBIX MyTallUi B IIOMYJISINSAX MAaHTPOBBIX 1€PEBbEB, TPABIHUCTOTO
pacrenust Mimulus guttatus, a Takke HeKOTOpbIX BU10B pbI0 (Ohnishi, 1982, 1985;
McCune et al., 2002).

C TOYKH 3peHHs MONMYJSILUOHHON TeHETHKHU MIEePEKPECTHOONBUIAIOIINECS MOITYy-
JSIIMU B OTHOIICHWHN YaCTOTHI PEIIECCUBHBIX MYTAIMH CTPEMSTCS K JOCTHIKECHHIO
paBHOBECHSI, TIPH KOTOPOM YHCIIO HEOJIArONPHATHBIX PELIECCHBOB, T00ABISIEMBbIX
MYTALOHHBIM ITPOLIECCOM, TOYHO YPaBHOBELIMBAETCS YHCIIOM TaKUX XKe perec-
CHBOB, IIMMHUHUPYEMBIX 0TOOpoM. Eciim HeOnmaronpusiTHast MyTaIyst MOJHOCTHIO
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pereccuBHa, TO 0TOOP JICHCTBYET TOJb-
KO Ha TOMO3HIOTY; YeM BBIILIE YaCTOTa
PEIeCCUBHBIX ajuieNiell B MOMYJISINHY,
TEM BbIIIC BEPOATHOCTDL IMOABJICHUSA
PpeLeCCUBHBIX TOMO3UTOT U TEM OOJIbIIe
TaKUX TOMO3UTOT MOJBEPTaeTCsl K-
MmuHanuu. [losiBneHune peneccuBHBIX
TOMO3UTOT CHIIKAET CPEJHIOI JKU3-
HEHHOCTh TOMYJISIMU. 3Hast CKOPOCTh
MYTHPOBAHHMSI U 00IIIEE YHCIIO JIOKYCOB,
CMOCOOHBIX K MYTHPOBaHHUIO, MOXKHO
JUTSL KOHKPETHOTO BHJa CBOOOIHOOITBI-
Hﬂlomeﬁcﬂ nonyjasauuu onpeacinTb
MaKCHMAaJIbHYIO BEIMYUHY TEOPETH-
YeCKU BO3MOXKHOT'O TeTEPO3UCHOTO
s dekTa, BHI3BIBAEMOr0 ICHCTBUEM
JnaHHOW npuunHbl. COOTBETCTBYIOIIECE
Berauciienue J.F. Crow (1952) mis xy-
Kypy3bl T0Ka3ayo, 4To Takou addekr
Y MEXJIMHEWHBIX THOPHIIOB COCTABIISIET
He Oonee 5 %, B TO BpeMs Kak B JCH-
CTBUTCJIBHOCTHU JIyUIIUEC MEXKJIMHENHbIE
TUOPHIBI IPEBOCXOJSIT 110 YPOKaii-
HOCTH CBOOOTHOOIBUISIONINECS COpTa
Ha 30 % u Oousee. KoHuenryanbHo,
BEJIMYMHA TETepPO3UCa J0JKHA YMEHb-
LIATHCS B MIPOLIECCE AKKYMYJISIIUH Y JTH-
HUI «CWJIBHBIX» aJllleJiell U «Ouullie-
HUS» OT BPEIHBIX PEIIECCHBOB, & CAMU
JUHHUU JIOJOKHBI JIOCTUYL YPOBHS
MPOAYKTUBHOCTHU JIyYIIMX T'MOpPHUI0B
(Duvick, 2001). PerpocnekTuBHBII
aHaJIN3 CEJCKIMOHHOTO YIYUYIICHUS
KYKYypy3bl I10Ka3ajJa OTCYTCTBUE 3HAYH-
MOTO CHI)KEHHSI YpOBHs reteposuca F,
B PE3YIIBTATE KOUHIIECHUSY HHOPETHBIX
JIMHUI B IIpoIlecce CeJIeKLUH, KOTOpoe
JOJDKHO OBLIO OBl MPHUCYTCTBOBATH,
€CITH Teopusi BepHa. Mexay TeM ypo-
KAMHOCTh TMOPHUIOB yBEINYMBAIACH
MPOTIOPIUOHAIBHO YPOXKAIHHOCTH HO-
BBIX YIYYIICHHBIX MHOPETHBIX JIMHHMA
(puc. 2) (Duvick, 1999, 2001; Troyer,
Wellin, 2009), T.e. ycTrpaneHue Bpen-
HBIX PELEeCCUBOB MOCPEJACTBOM HH-
OpuaMHTa HE U3MEHMUIIO OTHOCHTEIb-
HOTO TpeuMymecTsa rubpugos F .
J.A. Bercler u ero xomtern (2003) mpen-
TMMOJIOXKUJIN, YTO KOHCTAaHTHOC YBEJIU-
4YeHUe ypoxanHocTu F| u 3HauMMbIi
reTepO3UCHBIH APPEKT Ha MPOTHKEHUN
MHOTHX JICT O00YCJIOBJICHBI CEJICKIIUECH
anieneit B «IIpaBUIbHOM» Habope
JIOKYCOB, KOTOPBIC CO3MAIOT JYUIIHE
codyeTaHus npu rubpuanzannu. Panee
E.T. Bingham (1998) cmenman cxoxee
3aKITFOYCHUEC, 00BICHSS HAOTIOIaCMYyI0
TEHJICHIIUIO aKKyMYJISAIIUCH Onaromnpu-
SITHBIX T€HOB B XPOMOCOMHBIX OJIOKaX
U UX aCCOIMUPOBAHHBIMHU B3aUMOJICH-
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CTBUSMH (KyMYJSITUBHBIA 3(QEKT), yKka3zaB Ha pelIaroliee
3HAYEeHHE HaJM4YMs HEpaBHOBeCHs 1o creriennto (/inkage
disequilibrium). TeopeTHdeckn MOXKHO JIOMTYCTHTh BO3MOX-
HOCTb MOJYYCHHSA MOIIHBIX IOMO3UTOTHBIX HHHHﬁ, HO Ha
MPaKTUKE 3TOMY HPETATCTBYET CICTUICHHE OJIarOMpPUSTHBIX
JIOMMHAHTHBIX aJUIENeH ¢ HeOIaronpusITHBIMU PEIIECCHBAMH.
Eme G.N. Collins (1921) oTMeTHI, 4TO IPU 3HAYUTEITHHOM
yucie (GaKTOpOB, BIUSIONINX HA MOIITHOCTh THOPHIOB, BO3-
MO)KHOCTh TOJyYCHHSI OpPraHU3Ma, TOMO3HTOTHOTO TI0 BCEM
6J'laFOle/ISITH])IM JOMUHAHTHBIM aJUJICIIAM, HUYTOXHO Malia
(1:4n, tne n —gucno map paKTOpoB, KOHTPOTUPYIOIIUX MTPH-
3HaK). Hanbonee ycnentHo et «O4nIIeHne» OT MyTalui co
3HaYMUTEIbHBIMU (P dexramu. Ciie0BaTesIbHO, KaK reTepo3Hc,
Tak ¥ THOPUIUHTOBAS JETPECCHSI MOTYT OBITh 00YCIIOBICHBI
KyMYJISITUBHBIM JICHICTBHEM MHOTHX WH/AWBHUYaIbHBIX, pell-
KHX, YaCTUYHO BPE€AHBIX MyTa].IIdﬁ, KOTOPBIC HE SABJIAIOTCA
OCHOBHO MHUIIICHBIO 0TOOPA ¥ MOTYT OBITH IMTUMUHHPOBAHbI
JIMIIb Yepe3 COTHH, a TO U Thicsiun mokosnenuit (Charlesworth
et al., 1990; Wang et al., 1999).

YacTele cirydan CIETUICHHs OJIaropUsATHBIX JOMUHAHTHBIX
(hakTOpPOB C BPETHBIMU ¥ JaXKe JICTAIBHBIMA B TOMO3UTOTE
pelLeccuBaMy CBUJICTEIbCTBYIOT O Ba)KHOM 3HAYEHUM ITHX
pelieccHBOB A1 TEHOTHIIA B IIeTIoM. M30uparenbHoe yaaneHne
MayKOPHBIX 1 MUHOPHBIX My Tl IIOCPEICTBOM HHOpUANHTa
B TEUEHUE HECKOJIBKHX ITOKOJICHUI, OCIIEAYIOIIEee CKPEeIIn-
BaHUE W aHAJIN3 ayTOPETHBIX (OPM MOTIIH OBl MPOSICHUTH
BKJIa] MyTaiui. [10100HbIH SKCTIEPUMEHT 110 «OUNIIECHHIO
y pactenus Mimulus guttatus JTAIIb HEMHOTO CHU3HII HHOPH-
nmuHTOBYIO Aenpeccuto (Willis, 1999), Torna kax B momymsmyn
HaceKoMoro Stator limbatus BKag MyTaIiii co 3HAYUTEIbHBI-
MU 3¢ dekramu ObLIT BBICOKMM U CHUKCHUE HHOPUIMHIOBOU
nenpeccun pocturano 35-73 % (Fox et al., 2008). Otu pe-
3yJBTaThl NOATBep K aaroT BeIBOABI D. Charlesworth u J. Willis
(2009), xoTOpBIE CUUTAIOT, YTO «OYHILEHHUE» B MpoIecce
0TOOpa HE MOKET MOJHOCTHIO MCKIIOYUTH POIIb MyTallWi,
TaK KakK YJIy4IICHHbIE XapaKTCPUCTHUKH WHOPEIHBIX JMHUH
MOTyT OBITh 00YyCJIOBIIEHBI OTOOPOM ajlieliell B JIOKycax, He
CBSI3aHHBIX C TETEPO3HUCOM, U TIOCIIETHUI MOXKET OBITh 00513aH
MHOTOYHCIICHHBIM MYTaIHsIM C MaJIbIMU 3 QEKTaMH, KOTOpbIE
He OBUTH y/1aJIeHbI B IIPOLIECCE CEICKIMHU YTy IIEHHOW JINHUY.

Ewie oguH aprymMeHT npoTuB JOMUHAHTHON MOJIENH — ITPO-
TPECCUBHBINA TeTEPO3HC Yy MOJIUILIONIOB, KOTOPBIH TaKKe
CJIOXKHO O6’I)HCHI/IT]> C MMO3UIIMN KOHUETINHUHW JOMHUHUPOBAHUA
(Bingham et al., 1994). B aToMm ciry4ae BenmuiHa reTeposnca
MaKCUMM3HPYETCs YUCIIOM TeHOMOB ITOJIMILION/IA, yKa3bIBas,
910 3PPEKT A03bI MOKET UIPaTh OOJIEE BAXKHYIO POJIb, YEM
MpocTasi KOMIIEMEHTAIHS JTHO0 B3aMMOACHCTBHE ajuleien
(Birchler, Veitia, 2010).

TpeTuil acnexT, KacaroUuics MOJIUILIIOUAOB U BBICTY-
MAONIMH MPOTUB POJIM MYTAlMOHHOTO T'Py3a B PETYISALUH
a¢dekra rerepo3nca, — 3TO BEICOKAsI COMOCTABUMOCTD CKO-
pocTtu HH6pI/IZlHHFOBOI>i ACPECCUN Ha N1~ U TETPAIJIONTHOM
YPOBHSIX, XOTS TEOPETHUYECKH MOTEPs] MOIIHOCTH Ha Ooiee
BBICOKOM YPOBHE IIOMJHOCTH JIOJDKHA IPOUCXOIUTH M-
nennee (Busbice, Wilsie, 1966; Rice, Dudley, 1974; Birchler
etal., 2003).

Hecmotpst Ha ciopHBIE BOITPOCHI, CBSI3aHHBIC C POJIBIO MY-
TalUi B [IPOSIBJICHUM I'€TE€PO3UCA, TEOPUIO JOMUHUPOBAHUS
paccMaTpUBaIOT U O] APYTUM YITIOM 3PEHHUS: C IO3UINN aJl-
JUTUBHOTO JICHCTBHS HACIEICTBEHHBIX (hakTopoB. [Ipu aToM
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HU3MCHACTCA U CaMO COACPIKAHUE MMOHATHA JOMUHHUPOBAHUA,
KOT/1a OHO MIPUMEHUMO K CITy4ar0 B3aUMOJEHCTBHS HE HH/IU-
BUJIyaJIbHBIX Tap ajjiesiel, a JBYX POJUTENLCKUX HaOOpOB
MHO>XECTBCHHBIX q)aKTOpOB, BJIMAIOMINX HA pa3sBUTUEC TOT'O NI
WHOTO TpU3HaKa y THOpumoB. CriemoBaTenbHO, HAanOObIIas
MOIIIHOCTb JIOJDKHA TPOSIBIAITBCS B TEX CIIydasiX, KOT/a y TH-
Opua 0oJIbIIIE JIOKYCOB C IOMUHAHTHBIMHU OJIArOTPUSITHBIMU
ammensmMua. O67IacTh BO3MOXKHOTO 3¢ eKTa, JOCTUTaeMOro
TIPY TIOJIABJICHUH ISHCTBHS BPEHBIX PELIECCHBOB IOMUHAHT-
HBIMH aHaJI0raMH, HECKOJILKO OIPaHUYHBACTCSL.

B HacTos111ee BpeMsi KOHIIENIUS JOMUHUPOBAHNS 3aHUMAET
JIManpyloee nonoxkenue. Takne (haKThl, KaK OTCYTCTBHE CHH-
skeHust ypoBHs rereposuca (Duvick, 2001), mporpeccuBHbIi
TETEPO3HC y MONUTIIONIOB U OBICTPast CKOPOCTb HHOPHIMHTO-
BOH JICTIPECCHH Ha TETPAIIONHOM YPOBHE, CBUJICTEIILCTBYIOT
00 orpaHMYEHHBIX BOBMOXKHOCTSIX 3ToH Moznenu (Birchler et
al., 2003; Springer, Stupar, 2007). Tem He MeHee ee MHUPOKOe
pacrnpocTpaHeHue OOBSICHIETCS BaKHBIM 3HAUCHHEM, KOTOPOE
9Ta TEOPUs IPUIAET 8 INTUBHBIM (P PEKTaM 1 HeaJIeTbHOMY
B3aMMOJIECTBUIO T'€HOB.

B xonue 1940-x rr. Bo3poc MHTEpeEC K He€ TeTEPO3UTOT-
HOCTH KaK OCHOBHOI'O MeXaHHM3Ma rereposuca Omaromaps
uccaenoBaausM F. Hull (1952), koTopblii BBeN MOHSATHE CBEPX-
JIOMMHHPOBAHHMS, BMECTO TIpeytoxkeHHoro panee R.A. Fisher
(1931) nns 9T0M cuTyaruu cynepaoMuHupoBanust. CornacHo
TEOPUH CBEPXIOMUHUPOBAHMSI, B3aUMOJICHCTBHE IBYX YIEHOB
OIIHOM M TOH 7K€ Maphl ajesaei MOXKET IIPUBOJUTE K TPEUMY-
IIECTBY reTepo3urothl A /A2 Ham obenmu romo3urotamu 4 1A 1
n A242. B naHHOM ciy4ae TpearoaraioT, 9To o0a ayuresis B
TETepO3NUTOTE BHITOIHAIOT HECKOJIBKO pa3JInuHble (QyHKINH 1
I[IPYU 5TOM B3aUMHO JOIOJHAOT ApyT Apyra. Ilostomy B cepun
MHOKECTBEHHBIX ayieseil 3pPeKT CBEPXTOMUHUPOBAHUS
MOTYT NPOSIBIISITH JINIIB aphl aJUTENEH, OTIINYAIOIINeCs PYyT
or apyra. Takum o0pa3zoM, pedb UAET O KOMIUIEMEHTapHOM
a¢dexre npu B3aNMOAEHCTBUN MEXK Ty AJIJIETISIMHU B TIPEETax
OJIHOTO JIOKyca. DTa THIOTE3a MPE/ICTABISET COO0H pa3BUTHE
BbickazanHbix G.H. Shull (1952) u E.M. East ¢ H.K. Hayes
(1912) B3m15110B 0 CTUMYIHPYIOIIEM AEHCTBUH T€TEPO3UTOT-
HOCTH, KOTOpbIE OY€Hb OJIM3KU 10 CMBICITY K 3aKJIIOUCHUSIM
Y. lapBrHa 0 Ipu9YrHAX OHOJOTHYCSCKH MOJIE3HOT0 AP dekra
CKpEIINBaHNUSI.

Ba)kHBIM JTIOBOIOM B I10JIb3Y TEOPUH CBEPXIOMUHUPOBAHUS
CTaJl FeTePO3UC JBOMHBIX MEXKIMHEHHBIX THOPHIIOB KYKYPY-
3b1, KOTOPBIE MTOTY4YaI0T IyTeM KOMOMHAIINY YEThIPEX HEPOJI-
CTBEHHBIX JIMHUH. Ecitn reTepo3uc mpocThIX MEXIMHEHHBIX
TUOPHIOB, SBIISFOLMXCS POIUTENLCKUMH (DOPMaMH JIBOIHOTO
ruOpHIA, MO)KHO OOBSICHUTE ITOAABICHUEM JICHCTBHS BPETHBIX
PELIeCCHBOB IOMUHAHTHBIMH aJUIEIISIMH, TO ITPH CKPEIINBAHUT
MPOCTBIX THOPUIOB B Pe3yJIbTaTe paclieiuieHNus: 1 peKoMOu-
HAIlUU JOJDKHO o0Opa3oBaTbes OOINbIIee YUCI0 TOMO- TN
TeTepO3NOTHBIX BPETHBIX PEIIECCHBOB, A CIIEJOBATEIILHO, OHU
JOJI’KHBI 6I)ITb 0 MOIITHOCTHU pOCTa BCEraa Xy>KeE IMpPOCThIX
THOpUIOB. B MeHCTBUTEIEHOCTH JBOMHBIE MEXIIMHEHHBIC
THOPHIBI KyKypy3bl HE YCTYHAIOT JYYIIHM IPOCTBIM, YTO
COITIaCyeTcsi C TEOpUEH CBEPXI0MUHHPOBAHUSI.

B momynsnyuy cBEpXIOMUHAHTHBIE AJUIETH TOJIEPKaHbI
0TOOPOM Ha MPOMEKYTOYHBIX YACTOTAX, JaKe €CIU OJHA
win 00€ rOMO3UIOThl MMEIOT HU3KYIO JKHU3HECIOCOOHOCTb.
MNHoraa coxpaHsercs XpOMOCOMHBIN MHBEPCUOHHBIN MOJIH-
mopdusm (Hoffmann, Rieseberg, 2008; Kirkpatrick, 2010)
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A b

Coupling phase
X
Repulsion phase

Puc. 3. CuenneHHble peLeccuBHble Nony-
netanu (a, b) B dpaze conpskeHna (coupling)
1 oTTanKmBaHuA (repulsion) y poamnTenbckmnx
dopm 1 rmbpuga, cornacHo (Charlesworth,
Willis, 2009).

1 TIOTUMOP(HU3M OONBITHX T€HOMHBIX
obnacTteil ¢ CynpeccHupOBaHHBIMU pe-
komoOuHanusimu (Dyer et al., 2007).
B nmocneaHnx MOTyT aKKyMyIHPOBaThCS
pa3IMYHble MYTallMH, CHHIKAIONIUE
JKU3HECIIOCOOHOCTh B TOMO3UTOTHOM
COCTOSTHUH (CBEpXJIOMHUHAHTHBIE 00-
nacty) (Glemin et al., 2001). ITomnmo
9TOT0, MOTYT TOJAEP’KUBATHCS AJLIEIN
C aHTarOHUCTHYECKOH IUIEHOTpONUE,
HampuMep OKa3bIBaIOIUE HETraTHB-
HBIH 3P EeKT Ha MPHUCIOCOOICHHOCTh
Y TIO3UTHBHBIA — Ha JIpyrue NpU3HAKH
U CTaJMU OHTOI'€HE3a MPHU OIPEIeIICH-
HBIX ycnoBusx cpesl (Charlesworth,
Hughes, 1996).

HecMmoTps Ha TO 4TO Cilydau CBepX-
JOMUHHPOBAaHU TOATBECPIKACHBI OKCIIC-
PHUMEHTAJIEHO, 3aBUCHMOCTb THOPUIHOMN
MOIIHOCTH OT CTENEHH IeTePO3UTOT-
HOCTH OCHapuBarOT MHOT'ME€ aBTOPLI.
OCHOBHOE POTHBOPEUHE 3aKIF0YAETCS
B TOM, 4YTO 3Ta MOJEJIb MOIPa3yMeBaeT
B3aHMO,Z[eI7[CTBHﬂ B OTHOM HJIU He60ﬂb-
IIOM YHCJIE JIOKYCOB, B TO BpeMs Kak
OOJIBIIMHCTBO arpOHOMUYECKUX IPHU-
3HaKoB nonurenHo (benses u ap., 1968;
Lippman, Zamir, 2007; Springer, Stu-
par, 2007). J.A. Birchler n R.A. Veitia
(2010) mpeAnoNoXKUIM, YTO B CIydyae
MOHOTEHHOTO I'eTepO3Hca IMEET MECTO
3¢ GexT ACHCTBUS HA PEryIaTOpHBIC
CETH, KOTOpbIE HE PaccMaTPHUBAIOTCS
KOHIICTIIIMEH ITOJUTeHHOTO KOHTPOJIS.
Eciti u3MEeHEHHs B PErYJIATOPHBIX CETIX
CBSI3aHBI C MPOSIBICHUEM TeTepo3uca,
TO BapHalus B OTAEIbHBIX MIH He-
CKOJIBKHX I'€HaX, IO KOTOPBIM UMCHOTCSI
pasiuuus Cpely POAMTENLCKUX (HOpM
(coproB, nMUHUI), Takke OyIeT BIUATH
Ha (OPMHPOBAHUE TETEPOTUYECCKOTO
orBeTa B F .

Eme onuH KOHTpapryMEeHT UCXOIUT
u3 (akTa CylCCTBOBAHHUS CLCIICHUS
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MEKJ1y TeHaMH, KOTOPOE TIOITBEPKACHO OOJIBITMHCTBOM COBPEMEHHBIX MCCIIEN0-
BaHuil. TeM He MeHee NpeCcTaBIeHbl JOKa3aTeNbCTBA, KOTOPhIE IMOAIEPKHBAIOT
CIIOpPBI BOKPYT BaXKHOCTH CBEPXJOMHUHAHTHOTO JeiicTBus ayutencit. Hekotopsie
paboThI IEMOHCTPUPYIOT OIHOJOKYCHBIC B3aUMOACHUCTBHSI TPHU IPOSIBICHUU Te-
Tepo3uca MO Pa3IWYHBIM Tpu3HaKkaMm y psaa kyastyp (Gustafson, 1946; Redei,
1962; Ilymusrit n ap., 1982; Dollinger, 1985; Semel et al., 2006; Krieger et al.,
2010). D. Schwartz u W.J. Laughner (1969) u3yuanu akTuBHOCTh (pepmeHTa
aNKoroibAeruaporenassl I (adgl), KOTOphIi SBISETCS TETEPOTUMEPOM. AJITENb
(epMeHTa ¢ BBICOKOH aKTHBHOCTBIO 0BT CKOMOWHHUPOBaH C ajuiesieM, 00y CIIOBIH-
BAIOIMM TOJIEPAHTHOCTH K BBICOKUM Temrieparypam. JlanpHelne HaOmoneHus
MIOKa3ajd, 4To TeTepoaiensHas Gopma GepMeHTa NPEeBOCXOAUT 110 aKTHBHOCTH
TOMOAIUICIIBHYIO (OPMY B CIICHU(PHISCKUX CTPECCOBBIX YCIOBUsIX. [TokazaHa mo-
BBIIICHHAsI OKCIIPeccusi reHa Pl KyKypy3bl y TE€TEpO3UTOT, COIEPIKALIHMX OJHY KOTIHIO
SMUTCHETHYECKH MOIU(DUIIMPOBAHHOTO ayutelisi Pl, 4To BBIpa)kaeTcsi B MOBBIIIE-
HUM IIMTMEHTAIMHN 3a c4eT yBeiaudenust ypoHs antoruanos (Hollick, Chandler,
1998). B onHOM M3 HETaBHUX MCCIIEIOBAaHUH Tak)Ke OITUCaHa MOHOTEHHAsI MOJIENb
cBepxnoMuHUpoBaHus y Tomata (Krieger et al., 2010). ['erepo3urotHOCTH 110 aj-
nemo SFT (single flower trust) ¢ MyTaHTHO# KOITHEH, KOHTPOJIUPYIOIIEMY CHHTE3
ropMoHa (IIopUreHa, NPUBOIUT K YBEINYEHHIO ypoxkas Oonee yem Ha 60 %, mon-
TBEpIKast BEAYLIyIO POJib CBEpXTOMUHNpOBaHU:. Habmronaemas peakiys cBs3aHa
CO CZBHUTOM MPOrPaMMBbl Pa3BUTHsI FeTepo3uroTHoro mo SFT reHoTuna B CTOPOHY
YBEJIMUYCHUA YHCJia IBETYIUX COI_lBeTl/II‘/II B CpaBHCHHHU C I'OMO3UTOTaMU JUKOI'O
THIIa, U1l KOTOPBIX XapaKTepeH 0osiee MOIIHBII BEreTaTHBHBII POCT, HO IIPH 9TOM
OHH 00pa3yIoT Majo conBeTHi. B ommume ot ciryyast ¢ adhl, cBepXIOMUHAHTHBIN
a¢dexr SFT o0ycoriieH 3¢ GeKToM 10351 HAa MOJICKYIIIPHYO SKCIIPECCHUIO, KOTOpast
MIPUBOJUT K OallaHCy TEHHOTO IPOIYKTa B CBEPXIOMHHAHTHOM T'€HOTHIIE. DTOT
MIPUMEP TaKXKe MOJUSPKUBACT MTOTCHI[HATBEHBIC BOSMOKHOCTH TOHKOW HACTPOMKH
[IPOrpaMMBbl Pa3BUTUs OpraHusMa. B ApyroMm uccienoBaHuu, BBIIIOJIHEHHOM Ha
JUHAAX KYITETYpPHOTO TOMara ¢ MHTporpeccusMu Solanum pennellii, oTmedeHo,
4T0 rereposuc F, mo O0NbIIMHCTBY penpOmyKTUBHBIX IIPU3HAKOB, T.€. CBA3aHHBIX
C ypOXKaeM ¥ CEMEHHOM POAYKTUBHOCTHIO, 00YCIIOBIICH CBEPXIOMUHUPOBAHUEM,
TOTZa KaK ISl BEreTaTHBHBIX IIPU3HAKOB IIPEUMYIIECTBO UMEIOT IOMHUHHPOBAHHE
n snmctas (Semel et al., 2006). OnuH U3 IPKUX IPEMEPOB MOHOTEHHOTO I'eTepo3Hca
NPOZEMOHCTPUPOBAH sl tenera-rudpuna (dura * pisifera) Macin4HON I1ajIbMBI,
MIPEBBILIEHHE ypOXkaitHOCTH KoToporo gocturaeT 30 % B MPOU3BOJICTBEHHBIX I10-
cesax (Singh et al., 2013; Ong-Abdullah et al., 2015). Boicokast mpogyKTHBHOCTh
tenera-F, obecnieuena s(pexrom cBepXoMuHupoBanus SHELL-rena, yqacTBylo-
11ero B )opMHUpPOBAHNY IUTOAA, OJHA KOMHUSI KOTOPOTO NPeJICTaBIeHa TUKUM THIIOM,
a BTOpasi — HOpMaJlbHasl «BBICOKONPOAYKTHBHAs). IMEHHO TaKOe reTepo3uroTHOES
couetanue aymeneit (Aa > AA) obecrieunBaeT BEICOKHM BBIXOJ Maciia U3 CEMSIH.

[Tpu ouenke >ddexra CBEpXTOMHUHUPOBAHHS HUMEETCS OHA CYIIECTBEHHAs
npo0iemMa, 0 KOTOpPOil yOMHUHAJIOCH BBIIIE, — HEBO3MOXKHOCTD OTJCIHUTH CBEPX-
JAOMUHUPOBAHUE OT JOMUHHUPOBAHUA. 910 CUTyalus, KOTopass COOTBETCTBYET
MHOT'0JIOKYCHON MOZEIY B3aUMOJIEHCTBUI IPU T€TEPO3UCE, — ICEBIOCBEPXAOMHU-
HUPOBAHME, CBSI3aHHOE C HEPABHOBECHEM 110 crietuteHuIo (linkage disequilibrium;
repulsion phase linkage), Takxe Ha3pIBAEMBIM CMEILIEHHOM CBsI3bIO (linkage bias)
(Bingham, 1998). B sTom ciyuae B F; mpouMCXOaMT KOMIIIEMEHTALIUs MEXKTY TECHO
CLICTIIICHHBIMHU JJOMHHAHTHBIMH aJICIISIMU M Pa3IMYHBIMHU BPEIHBIMHU PELIECCHBAMHU
B (hase orrankuBanus (puc. 3) (Crow, 1952; Stuber et al., 1992; Graham et al.,
1997). CuenneHHbI€ TOKYCHI OyTyT UMHTHPOBATH OAHOJIOKYCHOE B3aUMO/IeIiCTBIE,
HE [03BOJISAs, TAKUM 00pa3oM, pas3einTb HCTHHHBIE 3 dexThl. [eTeposuc, cpsazan-
HBIN C TNCEBAOCBCPXAOMUHUPOBAHUCM, HE 6y[leT MPOABJIATHECA B CaMOOIIbIJIEHHOM
nortomctse (F,), motoMy 4to renerudeckas peKOMOMHALUA NPUBEIET K JUCCO-
LUAlHHU aJliesIe, HAXOAUBIIHMXCS H3HAYAIBHO B (ha3e OTTAIKUBAHHMS, YTO U OBLIO
noareepxeHo Y. Semel ¢ koyuteramu (2006). [IceBaoCBepX IOMHUHUPOBAHUE TAKIKE
MOXKET BO3HUKATh 32 CYET PEKOMOMHAIIMOHHO CYIPECCHPOBAHHBIX 00JacTel, rue
«XOPOILIHE» U «IUIOXUE» KOMOWHAIMHU aJulelieid HaxoAaTcsl B (ha3e OTTaIKHBAHUS
(Gore et al., 2009; Mcmullen et al., 2009).

TpeThst MOzeNb OOBSICHSET TeTEPO3HC C TTO3UINN HeaUeTbHBIX B3aUMO/ICHCTBHIH,
WM 3THCTa3a, KOTOPBIA T00ABIsAET HOBBIC HIOAHCHI B OOCY)KICHUE POJIH JOMH-
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HUpPOBAaHUS U CBepXIoMuHHUpoBaHUs (Sprague et al., 1962;
Phillips, 2008). IMeHHO y4eT 3TOro THna B3aUMOJCHCTBUI
MO3BOJIIET HE TOJBKO XOPOIIO OOBSICHATH MHOTHE (DaKTHI,
OTHOCAIINECS K BOMPOCAM TeTepo3rca, HO U MPEITOKUT
HEKOTOpbIE KOHKPETHBIE ITPUEMBbI HCTIONb30BAHUSI THOPHITHOM
MOITHOCTH B CEJIbCKOXO35MCTBEHHOU MpakTuke. Pazinuyaror
SMHCTa3 TeHETHIECKHUHT ((PU3HOIOTNIECKHiT), KOTa NeHCTBHE
OJIHOTO JIOKyca 0OYCJIOBJIEHO JIPYTHM JIOKYCOM M HalIrozia-
eTcsl MacKupyromuii 3GdeKT, 1 MucTa3 CTaTUCTUYECKUH,
KOTOPBIH OIUCHIBAET OTKJIOHEHHE, MMEIOIIEEe MECTO, KOTrja
KOMOWHHMPOBAHHBIA aJIMTHUBHBIA 3QQEeKT AByX mim Oosiee
TeHOB He O0BsCHsSeT HaOmomgaeMmblil GeHotur. B To Bpems
Kak (pU3MOJIOTUYECKUIT STINCTA3 HE 3aBUCHUT OT YACTOT TEHOB
MOMYJISIUN U SIBIISIETCS OTIIMYNTEIBHOW YepTOH T'eHOTHIIA,
CTATHUCTHUYECKHUI 3MUCTa3 XapaKTepu3yeT MOMYISIHI0 U 3a-
BHCHM OT 9acCTOT T€HOB.

Knaccuyecku srucras onpeesnsieTcsi Kak B3anMoJIeHcTBHE
MEJK/ly FeHaMU B JIByX WK OoJ1ee JIOKycax, BIMIOMUX Ha (e-
HOTHUIIMYECKOE BBIp)KCHHUE MPU3HaKa. Takoe B3anMOIeHCTBHE
MOXKET HaOJIONATHCSI MEXIY JIOKyCaMH C Pa3IMYHBIMU d(¢-
(hexTamu, BKIIIO4Asl JOMUHUPOBAHUE, CBEPXIOMUHUPOBAHHUE
Y aIINTUBHOCTG. ICXOMISI M3 3TOTO BBIIEINSIOT TPH OCHOBHBIE
(hOPMBI DITUCTATHYECKOTO B3aUMOJICHCTBHSI TEHOB: a/TUTHB-
HO-aJINTUBHBIN, aJINTUBHO-IOMUHAHTHBINA 1 JOMUHAHTHO-
nmoMuHAHTHBIHA drrcTa3. C.J. Goodnight (1999) mposen ananms
pOJIH 3ITHCTa3a B TPOSIBIICHUH T'eTepo3Kca U MoKa3all, 4To Ipu
aJIUTUBHO-IOMMHAHTHOM M JOMHHAHTHO-JIOMHHAHTHOM
SMHCTa3€ U3MEHACTCS POSIBIICHNE TETEPO3HCa B OTACIEHOM
JIOKyCe, T.€. BHYTPUIIOKYCHBIN I'€TepO3UC — PyHKIIUS TeHETH-
yeckoro ¢ona. CiieqjoBaTeNIbHO, TeHETHYEeCKUH (HOH 1 B3an-
MOZICHCTBHUSL B HEM MOTYT BIHATH Ha 3()(EKTHI OTACTBHBIX
JIOKYCOB, B TOM YHCJIE IPU ()OPMUPOBAHHHU F€TEPOTHYECKOTO
otrseta. [ToaToMy 3mucTas npeacTaBiseT Cepbe3HOE MPETIAT-
CTBHE Ul KAPTUPOBAHUS M M3YyUCHHS KOMIUICKCHBIX IpPH-
3HAKOB, ()eHOTHNYECKHE 3PPEKTHI KOTOPBIX MAaCKUPYIOTCS
HEaJUIEJIbHBIMU B3aUMOJCHCTBUSAMH.

B mexoroprrx padorax (Wolf, Hallauer, 1997; Kusterer et
al., 2007) nokazaHO HaJIMYME MTUCTA3a JUIA PiJa MPU3HAKOB
B OTZEIbHBIX T'€TEPOTHYECKUX KoMOmHanusax. Hamm uc-
CJIC/IOBAHMS, HANIPABJICHHBIC HA U3YUYEHHE CBSI3H I'eTepo3nca
C HeaJUIeJIbHBIMU B3aMMOJICHCTBUSMHU I'€HOB, ITO3BOJIMIIN
YCTaHOBHTD, YTO XOTSI M CYIIECTBYET KOPPEIALUS MEKAY
STUMHU JIByMs (D€HOMEHAMH, HO T€TEPO3UC MOXKET OBITh M TIPH
OTCYTCTBUHU HEAJICIILHOTO B3aUMOJEHCTBU. DTO ybenu-
TEJILHO TTOATBEPKAAIOT PE3y/bTaThl AHAIN30B KOMIIOHEHTOB
TeTepo3Hca M0 Psijly KOIMMYECTBEHHBIX ITPU3HAKOB Y THOPHIIOB
kykypy3sl (Khotyleva, Tarutina, 1997). Ycranosieno, 4ro
B TeX CIy4asix, KOIZa MOJI0KUTEIbHBIN TE€TEPO3UC TPOSBILSIICS
B IIPHCYTCTBUH HEAJUICIIFHOTO B3aMMO/ICHCTBHS, TO OHO OBLTO
JYTUIMKaTHOTO Tuna. KoMIieMeHTapHbId THIT 3TIHCTa3a He
BCTPEYAJICS] HU Y OZIHOTO 13 IPOAHAIN3UPOBAHHBIX THOPHUIOB.
[TonoOHbBIE 3aKOHOMEPHOCTH BCTPEUAIOTCSI KpaiHE PEJKo.
Ecnu B nuteparype u oTMedaeTcsi CBSI3b MEXK/Y BBICOKHM
U TIOJIOXKUTEIBHBIM I'€TEPO3UCOM U HEaIeIbHBIM B3aUMO-
JIeWiCTBHEM, TO, KaK MPAaBWIIO, 3TO B3aHNMOJACHCTBUE ObIBACT
KOMITJIEMEHTAPHOTO THIIA, YTO U HAIILIO TOATBEPKICHNE TIPH
U3yHEHMHU JMaJule]bHbIX THOpuaoB F| TenmM4Horo Tomara
u riepria cnazkoro (Tapytuaa u ap., 1996; Tarutina et al., 1999;
Xotsunesa u ap., 2005). B renetnueckoM KOHTpoJIE PU3HA-
KOB, ONIPEACISIONIMX YPOKai III00B, IPUCYTCTBOBAJ AIIU-
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CTa3 KOMIUIEMEHTapHOI'O TUIIa, 00YCIOBJICHHBIH OHOMN HITH
HECKOJIBKMMHU POANUTENHCKUMH (popmamu. OHAKO ypOBEHb
reTepo3nca, HabII0AAEMOr0 Y Pa3HbIX THOPH/IOB C YIaCTHEM
9TUX (opM, HE BCEraa HaXOMUTCS B MPSIMOW 3aBUCHMOCTH
OT 3MHCTAa3a.

[Nocnennue ncenenoBaHus ¢ HCIOIB30BAHUEM MOJICKYIISIP-
HbIX MAapKE€pOB U COBPECMCHHBIX CTATUCTUYCCKUX IMOAXOO0B
YBEIUYUIN BO3MOXKHOCTH BBISBICHHS MUCTATUYECKUX
B3auMoJieicTBH. Jloka3arenbcTBa PO AMMCTa3a B (hOpMHU-
poBaHKH reTepoTuyeckoro orsera F, mpeacrapumu D.P. Wolf
n A.R. Hallauer (1997), BeITOTHHB TPOHHON TECTKpOCC Ha
KyKypy3e. MccnenoBarenm oOHapyXmim B TIOTOMCTBE TeTe-
porudeckoro rudpuna B73 xMol7 snucrarnyeckue B3auMo-
JEWCTBHS AJIs1 HECKOJIBKUX MPU3HAKOB, BKIIIOYAs! YPOXKal, €T0
OCHOBHBIE KOMITOHEHTBI M CPOKH Pa3BUTHS. AHAJIIOTHYHbBIE
JTaHHBIC TIOTy4eHbI [1st apadbuoncuca (Kusterer et al., 2007;
Melchinger et al., 2007a) u puca (Li et al., 2001; Hua et al.,
2003). Ha BaxHyr0 pOJIb HEaJUICIBHBIX B3aUMOACHCTBUI
JUISL OKCIPECCHH KOJMYECTBEHHBIX MPU3HAKOB YKa3bIBAIOT
A.E. Melchinger n ero xommeru (2007b). Ha ocHoBe ananm3za
QTL ¢ BeIpaskeHHBIMH 3 peKkTaMu ObUTH pa3padoTaHbI Teope-
THYECKHE MOJICJIM aHaJIN3a AITUCTAaTUYECKUX B3aUMOICHCTBUIN
(Melchinger et al., 2007b; Reif et al., 2009). [Tpn uzyuernn
poJin smKcTa3a B MPOSBICHUN TeTepo3nca y apabuioncuca
OBLIN MOJTy4YEHBI Pe3yNbTaThl, 000CHOBBIBAIOIINE KJIAaCCHUYe-
CKYIO T€HETHUECKYIO TEOPHIO, KOTOPAsi OITUCHIBAET FETEPO3HUC
kak cymmy uHauBHAyansHbIX QTL addexroB. Paspabora-
HbI MMOJAXOJbI, ITO3BOJIAOIINEC OLCHHUBATH 3IMUCTATHYCCKHUC
B3auMoeicTBus oTaelbHBIX QTL ¢ 1eNbIM FeHETHYCCKUM
¢onom (QTL-by-background interactions). Takum oO6pazom,
pacuimpe€Ha KOHICHIUA 1UcTa3da OT AUTCHHOTO 10 CUCTEM-
HOTO YpOBHS B3anuMojeicTBuii. Ecnu paccmarpuBats apadu-
JIOTICHC KaK MOJICJIbHBIN 0OBEKT JJIsl aBTOTaMHBIX BHJIOB, TO
peleBaHTHOCTh dnucTaTnueckux B3aumoneiictuii QTL ¢
COOTBETCTBYIOIIUM I'€HETHYECKUM (DOHOM CBHETEIBCTBYET
0 TPYAHOCTAX MapKep-acCOIMMpOBaHHOTO oTOOpa (marker
assisted selection — MAS), Tak kKak reHeTHYECKas [ICHHOCTh
WHTPOTPECCUPOBAHHBIX OOmacTei OymeT 3aBUCETh OT CO-
BOKYMHOCTH (PAKTOPOB I'€HETHUYECKOTo (poHA pennmnueHTa.
HJ’IH YCTAaHOBJICHHBIX AUTC€HHBIX aAJAWUTUBHO-aAJAUTUBHBIX
B3auMoJiecTBHi ¢ 3 dexrom, npeppimatomum 75 % MAS,
0TOOP MOXKET YCIICIITHO OCYIIECTBISATHCS JIMIIb IIPH YCIOBUH
KOMIUIEMEHTApHOI'0 MEPEHOCa CErMEHTOB, MPOSIBISIOIINX
nureHHbIi anmmctas (Reif et al., 2009).

Bce mpoBeneHHbBIE MCCIIEIOBAaHMS 110 BBISICHEHUIO POJIN
3MucTa3a B ACTCPMHUHALIUN XO3SIMCTBEHHO IICHHbIX KOJIHNYEC-
CTBEHHBIX IPU3HAKOB MTOATBEPKIAIOT MOJIOKEHUS KJlaccHuye-
CKOM T€HETHKH O TOM, YTO OH BBICTYTIAET OHUM 13 (JaKTOPOB,
OIPENEIISIONINX TeTEePO3UC B HEKOTOPBIX CIEHUPHUECKUX
KOMOHMHAIMSIX CKPEIUBAHUSI, U CBUETEIBCTBYIOT O TOM, YTO
HeaJuIeJIbHbIE B3aMMOJCHCTBHUS TCHOB CIY)KaT HCTOYHHKOM
CMCIICHU YIIPOIIEHHBIX TCOPETUUCCKUX MOZleﬂeﬂ.

[pu m3yuennn 3¢dexToB AecTBHA W B3aUMOACHCTBUSA
TEHOB 110 PSATY KOJIMYECTBEHHBIX NMPHU3HAKOB OBUIO TOKa-
3aHO, YTO I'€TePO3UC, KaK MPABUIIO, HE MPOSIBISIET NPSMOI
3aBHCHMOCTH OT BETMUUHBI U XapaKTepa FeHHOTO JEHCTBHSI.
Hanpumep, Gomnee BEICOKHE OIIEHKN IOMUHUPOBAHUS, PABHO
KakK 1 IIPUCYTCTBHE HEaJUIeIbHOTO B3aUMOJICHICTBYSI, HE BCET/Ia
COIIPOBOYKAAIOTCS OOJIee BEICOKMM TeTepo3ucoM. BeposiTHo,
BCEC TPH THINA: JJUTHBHOCTH, JOMUHHPOBAHHE, SIHCTA3 —
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JICUCTBYIOT COBMECTHO IPH (POPMHUPOBAHUH I€TEPOTUUECKOTO
orsera B F,. Takum 00pa3oM, IeTepo3uC HE MOXKET OBITH
00BSICHEH BIMSIHIEM KaKOH-JIOO OTHON reHeTHIeCKOH MpH-
YHHBI, KaKI/IM-HI/IGO OJHUM THUIIOM B3aHMOZleI71CTBPIﬂ T'CHOB.
D10 cymMMapHBIH 3¢ (heKT 4acTo (HEHOTHIMHYECKH CXOIHOTO
JICHCTBUST Pa3HOPOAHBIX TEHETHYECKUX IMPOIECCOB, H, IMO-
BUJINMOMY, B OCHOBE pa3HbIX (popM MpOsIBIEHHS TeTepo3uca
JekaT pa3Hble TeHEeTHYECKUe NMPUYMHBL. DTy KOHIENIHIO,
OOBSICHSIIOIIYIO BCIO CIOXHOCTh T'€HETHYECKOH JeTepMu-
HaIUu retepos3uca, Boickazan K. Mather (1955), a 3arem
paszsmr H.B. Typ6un (1961), ncxons u3 mpenmnoioxeHus
(Mather, 1942, 1943), uto HOpManbHOE pa3BUTHE MpPH-
3HaKa €CTh Pe3yJbTaT ONPENeIEHHOTO PABHOBECHUSI MEKIY
HPOTHBOIIOJIOKHO HAIIPABICHHBIMH JEHCTBUSIMH Pa3IHIHBIX
HacJIEJICTBEHHBIX ()aKTOPOB Ha JAHHBII NPU3HAK. YIaJIeHHE,
M3MEHEHHE MJIH 3aMeHa HEKOTOPBIX M3 HUX HEM30EKHO OyIyT
JTaBaTh PEUMYIIECTBO (pakTOpaM, 001 JAFOIITIM ITPOTHBOIIO-
JIOKHBIM JICHCTBHEM, U B HEKOTOPBIX CIIydasX 3TO JIOJKHO
BE€CTU K MBMCHCHHIO BCJIMYMWHBI TE€X WU WHBIX IMPU3HAKOB
Y OPraHH3MOB CO «CMEIICHHBIM» TeHETHYECKHM OaaHCOM.
B nocnennee BpeMst NOSIBUIANCH pabOTHI, IIOATBEPIKAAIOIINE
Ha MOJICKYJSIDHOM YpOBHE COallaHCHPOBAHHOCTH JICHCTBUS
Pa3IMYHBIX TeHETHYECKUX (aKTOPOB IPpH (GOPMHPOBAHUH
npeBocxomHoro (eHoruna (Birchler, Veitia, 2010; Birchler
etal., 2016).

HekoTopble ¢pnsmnonoro-6moxmmmyeckme

N MOoJNieKynApHble aCneKTbl reTepo3nca
HccnenoBanusi, IpOBOJMMBIE B Pa3HbIE TO/IbI, MOATBEPANIIN,
YTO BCE TPH THIIA TEHHOTO JeHCTBUS (aJINTUBHOCTD, J10-
MUHHPOBAHHUE, 3MHCTA3) COBMECTHO YMPABISAIOT KOHEUHBIM
BBIpa)KEHHEM TeTepO3UCHOTO0 3(h(hekTa i reTepo3uc He MOKET
OBITH OOBSCHEH C MO3UIMH KOKOH-ITOO0 OTAEIBHON TepeTH-
4yecKoW KoHLenuuu. I'ereposuc ciegyer paccMarpuBarb Kak
CyMMapHBIH 3P PeKT (PEeHOTUIHYECKHA CXOIHOTO JCHCTBUS
Pa3sHOPOAHBIX TEHETHUECKHUX MPOLECCOB, U, II0-BUANMOMY, B
OCHOBE pa3HbIX ()OPM IPOSIBIICHHUS] TETEPO3HCA JIEIKAT PAa3HbBIE
reaetndeckue npuuuasl (Typoun, 1961; Tapytuna u np.,
1996; Xotsuiesa u ap., 2005). Bmecte ¢ Tem ero paccMorpe-
HHUE C TOYKH 3PEHHMsI TMIOTE3bl FeHEeTHYeCKoro OanaHca He
HCKJIIOUaeT BO3MOXKHOCTH N3YUYEHUS! PO OTJEIIBHBIX BUIOB
B3aUMOJICHCTBHSI HACJICICTBEHHBIX (DAKTOPOB Kak MPUYUHBI
reTepo3nca ¢ MOMOIIBIO YIPOLIEHHBIX TEOPETHUYECKUX MO-
eJe.

[To Mepe u3yueHus sIBICHUS TeTepo3rca HAKAIUTUBAIACh
nH(opMaLUsI 0 MEXaHU3MaX €ro IPOSIBICHHS Ha PA3IMYHBIX
YPOBHSIX: MOJIEKYJSIPHOM, OMOXUMHYECKOM, (prusnomornyie-
CKOM, KJIETOYHOM, opranusMeHHoM. Ha IlepBoil mexnyHa-
poaHo#t KoH(pepeHIH o rerepo3ucy B 1952 r. B Mekcuke
A.J. Mangelsdorf (1952) BeiaBuHy 11151 00BsICHEHHS (pr3HO-
JIOTHYECKHUX MPHUYMH TeTepo3uca KOHIENIHIO JTUMHUTHPY-
omux (GpakTopoB, MU (QU3HOIOTHUECKUX «Yy3KHX MECT»
(Bottleneck — ropasimko OyTeuikn). R.H. Hageman ¢ xoi-
neramu (1967) mpeatoKuIN KOHIETIIAI0 METa00INIEeCKOTO
Oaanca Juist 00bsicHeHus a3 dexra rereposuca, KOTopasi O4eHb
6mms3ka B3msiaaM A.J. Mangelsdorf (1952). CormacHo 310
KOHIICTIIINH, IPU3HAKH PAa3BUBAIOTCS KaK pe3yiabTrar OMoXu-
MUYECKUX PEaKLUi, KaK1asl U3 KOTOPBIX yIPaBIISIETCS OHUM
nnu 6ornee crierpraeckuMu sH3IMaMi. D PEKT rerepos3nca
MIPOSIBIISIETCSI B KOOP/AMHALIMK BCEX PEAKIMHA M CHCTEM IS
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s¢dexTuBHOrO pocta B cpene. KoHIenius KoMILIeMeHTa-
11 OMOXMMHYECKHX CUCTEM CBS3bIBACT BOCANHO I'MIIOTE3BI
JOMHHHUPOBAHUS M CBEPXJIOMHUHUPOBAHHS, TIOCKOJIBKY OHa
OCHOBaHA Ha B3aUMOJEHCTBUM MHOXXECTBEHHBIX allJICJIeH
Y MEKTCHHOI KOMIIEMEHTALNH, B PE3yJIbTaTe 4ero OHoXu-
MHYECKHUE TIPOLIECCHI YCUITHBAOTCSL.

Benopycckumu renetuxamu (XoTsiesa u ap., 1991) npen-
JIO’KeH OMOIHEPreTHYECKUH IMOAXO0I K aHaIN3y reTeposuca.
B.B. Turok (2002) chopMynnpoBaia OCHOBHBIC MOJOXKCHUS
OMO3HEPTeTUYCCKOM KOHIICIIIIUH, COTYIACHO KOTOPO I'eTepPO3HC
00ycITOBIIEH OMOPHEPTETHYECKUM OaTaHCOM, BOZHUKAIOIINM
B TCTEPO3UTOTHOM COCTOSIHUM MPU CHATHU T€HETHYECKOTO
OJIOKMpPOBaHMS 33 CUET KOMIICHCATOPHOTO ICHCTBHUS TEHOMOB
POIUTENBCKUX (HOPM, HECYIIUX CEerperHpOBAHHbIC JIOKYCHI
«y3KHX MECT» dHepreTudeckoro Mmerabonmsma. [Tokazano, 4to
npenMyiiecTBo ruopuaoB F1 00yciioBieHo BbICOKO# cOataH-
CHPOBAaHHOCTBIO aKTHBHOCTH (DYHKIIMOHUPOBAHMUS OCHOBHBIX
sHeproodpasyomux cuctem: GporodochopuanpoBaHus,
OKHCIIUTENBHOTO (POCHOPUINPOBAHUS, TIIUKOJIH3a, [IEHTO30-
(hocdarHOro My TH, IUKIIA TPHKAPOOHOBBIX KUCIIOT — U POCTO-
BBIX TIPOIIECCOB B XOJIC OHTOTeHe3a. Ps10M aBTOpOB oTMeue-
HO, YTO I'€TCPO3HUCHBIC FI/l6pl/IILI)I OTJIIMYAKTCs OT UCXOJHBIX
(hopm muTOoTHYECKOI akTHBHOCTHIO (Essad, Maunory, 1979),
akTUBHOCTBIO (hotocuHTe3a (Loomis et al., 1971), aktuBHO-
CThIO MUTOXOHApHUH U TuiacTun (Srivastava, 1974), comep-
YKaHWEM SHIOTeHHBIX peryniaropos pocta (Ilamkaps, 1974).

HoBple mepcrieKTUBBI B UCCIEA0BAaHUH ddeKrTa reTepo-
31Ca PAaCKpPbhIBAIOT COBPEMEHHBIE METO/bl MOJICKYJISIPHOMN
TeHETHKH, KOTOpPbIe MO3BOJISIOT M3ydyaTh BapHalOelbHOCTD
otaenbHbIX yyactkoB JJHK 1 nccnenoBars CTpyKTypHYIO 1 He-
CTPYKTYPHYIO 30HbI TeHOMA. JI3MEHUYMBOCTb HAa 3TOM YPOBHE
BO MHOTO pa3 BBIIIE, YeM ¢ ()CHOTHIIHIECKOE MPOSBICHHUE.
B nocneaHue roapl NpoBeIeHBI OOLMIMPHBIC UCCIIEIOBAHUS,
HAarpaBJIeHHbIC HA TIOUCK MapKEpOB, CLEIJICHHBIX C IeTepo-
sucom (Wang et al., 2014; Feng et al., 2015). Ha pa3znuunsix
KYJIBTypax ¢ UCIOIb30BaHueM pasHbiX THIOB JJHK-Mapkepos
MOJIyYCHBI MHOTOOOECIIIAOIIHE Pe3yIibTaThl (Springer, Stupar,
2007; Shapturenko et al., 2014, 2015).

MoHATUE KOMONHALMOHHOI CNOCOBHOCTU
Bcst cOBOKYITHOCTB MiCCI€IOBaHUH, OCYIIECTBICHHBIX Oosee
YeM 3a BEKOBYIO HCTOPHIO N3yUYeHHUs eHOMEHA TeTepo3uca,
CBUJETENBCTBYET O B&)KHOU POJIM Pa3JINYHbIX TUIIOB JEHCTBUS
TEHOB, YTO JIaeT KJIOY K MOHUMAHUIO OCOOCHHOCTEH Mpo-
SIBJICHUSI TeTepo3nca y THOpHI0B, 00JIa1al0nX pa3Hoi cTe-
MIEHBIO TeTePO3UTroTHOCTH. [1pH OaronpusTHOM COYETaHUH
KOMIIOHEHTOB CKPEIINBAaHMs HAOIIOJaeTCsd MaKCHMaIbHOE
npupanieHue rnokasareyieil npusHakos B F, mo cpaBHeHHIO
¢ poauTeNnbcKuMU (GopMamu. B HacTosiiee BpeMms OLieHKa
KOMOWHAIIMOHHON CITOCOOHOCTH CTajla HEOOXOAMMBIM DJle-
MEHTOM CEJIEKIIMH Ha TEeTePO3UC, OCOOCHHO Ha HAYaJIbHOM
JTarne, Korja 4Ype3BbluaiiHO BayKeH 0TOOP HCXOHOTO MarepHa-
J1a HE TOJIBKO 110 3HAYEHHUIO XO3sHCTBEHHO LICHHBIX PU3HAKOB
CaMMX JINHUH, HO U 110 X KOMOMHAIIMOHHON IIEHHOCTH.
G.F. Sprague u L.A. Tatum (1942) BbLaenuian NOHATHA
obmeit (OKC) n cnennguaeckoit (CKC) koMOMHAITMOHHON
criocobroctH, onpexenuB OKC kak cCpelHIOI0 IEHHOCTH
ponuTeNbCKOM (hOPMBI B THOPHTHBIX KOMOMHALIUSIX C ee y4a-
ctueM, a CKC kak XxapaKTepUCTHUKY OTIENBbHBIX THOPHIHBIX
KOMOMHAIMH, KOT/]a OHW OKa3bIBAIOTCS XYIKE MITH JIyIIe, YeM
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mpenoiaranrocs Ha ocHoBaHUM Tonbko OKC m3yuaembix
pomurenscknx Gopm (Typbun, 1961; Typbun u ap., 1974;
Xortsiesa, Tapytuna, 2008).

D. Matzinger u O. Kempthorne (1956) na ocHoBanuu Te-
OPETUYECKUX HCCIIEI0BAHUN BBIBEJIM COOTHOILICHUE MEXKIY
o0rmieit u crienupuIeckoil KOMOMHAIIMOHHOW CIIOCOOHOCTHIO
W aJINTUBHBIMH, JTOMUHAHTHBIMH U 3MUCTATHYECKUMU d(-
(hekTamMm TEHOB, OomHCcaB ero Maremarndecku. Crexys ux
pacueram, MOXKHO czienars 3akmouenue, uro OKC 3aBucur ot
aJTMTUBHOTO 3 (eKTa TCHOB B TOM YaCTH SMUCTATUICCKOTO
a(dexra, KOTOPHIH 0OYCIOBIECH B3aMMOICHCTBHEM T€HOB
¢ aguTUBHBIM 3¢ pexrom, a CKC 3aBUCHT OT IOMHHAHTHOTO
U AMHUCTAaTUYECKOTro feiicTBUsA reHoB. CTaTHCTHYECKHi anma-
part s onieHkH Y dextoB u Bapuanc OKC u CKC pazpaboran
1 ICTAJILHO U3JI0KEH aBCTPAITMHCKUM reHeTrkoM B. Griffing
(Griffing, 1956; Griffing, Langridge, 1963).

Jnst mosryueHnst HeOOXOIMMBIX JAaHHBIX O KOMOMHAIMOH-
HOH CITOCOOHOCTH MPOBOJIAT CKPELTMBAHMS C ITOCIICTYOIINM
ucrbplTaHueM rudpuHoro noromcrea. Oomyo KC MoxHO
OLICHUTB IPH PA3TNIHBIX CHCTEMAX CKPEIMBaHus (CBOOOIHOE
OTIBIJICHUE, TIOJIU- U TONIKPOCC, THAJUICIIbHBIC CKPEIIIMBAHMS).
Creuunguyeckyro KC OlEHHBAIOT TOJIBKO B JUAJICIBHBIX
CKPEIIMBAaHHUAX M TOIKPOCCAaX, IPUUEM B TTOCIEAHEM CIIy-
yae CyNIeCTBYIOT OTPaHWYEHUs, HajaracMble HA TECTEpPHI:
3TO JIOJDKHBI OBITH MO0 MHOpPEIHBIE JINHUH, JINOO MPOCTHIE
THOPHIIBI ¢ TOYHO W3BECTHON TeHETHYECKOH KOHCTHTYIIHEH.
Ot nozxoza K BEIOOPY TecTepa B 3HAUNTEIBHON CTETICHH 3a-
BUCHUT TOYHOCTh OLICHKHU KaK OOIIEH, TaK U crienu(puIecKon
KOMOWHAIIMOHHOH criocobHocTH. OHAKO HanboIIee MOTHYI0
nadopmaryo o KC MOXKHO IOy IHTS JIMIIBL B CHCTEME JTHAl-
nenbHbIX ckperuBanui (Griffing, 1956; TypOun u ip., 1966).
B sToM cirydae mpenocTaBisieTcs BO3MOXKHOCTD ONIPEETHTh
OTHOCHTENBbHYIO IEHHOCTh aHAJM3UPYEMBIX ()OPM 1 yKa3aTh
MYTH MCIIOJIb30BAHUS TOM WM UHOHM (OPMBI B KOHKPETHBIX
KOMOMHAIUAX CKpeuiuBaHus. Pa3mumuHble MOJENu, mpuMe-
HSIEMbIC TIPU IHAJUIEILHOM aHalU3e, MOAPOOHO OIHMCAHBI
H.B. TypOunbim ¢ corpynnukamu (1974), JI.B. XotbuieBoii
u JLLA. Tapyturoii (2008).

Juis MakcuManbHOTO HMcrosib3oBanus 3ddexra cBepx-
JIOMUHUPOBAHMsSI B CEJICKIMH HA IeTepO3UC YJAO0OHO MpH-
MEHSITH METOJ OILIEHKH KOMOWHAIIMOHHOM CITOCOOHOCTH IO
A.B. Kunsaesckomy (1982), KoTopblit OCHOBaH Ha IIPUHIIAIIE
PELUIIPOKHOCTH 1 00ecreunBaeT 0TOOp CBEPXIOMUHAHTHBIX
nokycoB. [IpeanoxxeHHas cxema JUIs CeJIEKIH Ha TETEPO3NC
MPEBOCXO/IUT KJIACCHUYECKYIO CXEMY TOIIKPOCCOB C MOCIIETYIO-
HIMMH IMaJIJIeTbHBIMU CKPEIMBAHUSIMU [IPU 0TOOPE 110 FeHaMm,
MPOSIBISTFOLINM 3 (PEKT CBEPXTOMUHUPOBAHUS, U HE YCTYIIAeT
el mpu oTOOpE MO AIUTUBHBIM 1 JIOMUHAHTHBIM TeHAM.

[Ipsimoe ucnoib30BaHNE JAHHBIX O KOMOWHAIMOHHOMN
CIOCOOHOCTH JAEMOHCTPHUPYET KOHIIEIIHS TeTePOTHYECKUX
rpymn (Melchinger, Gumber, 1998; Akinwale et al., 2014).
Kaxnas u3 HUX (QUKCUpPYET pas3iIMuHbIC ajlIesid, KOTOpPbIe
IIPU KOMOMHUPOBAHHUH C AJUIEIAMH JIPYTOil TeTepPOTHYECKOMH
TPYIIIBI TO3BOJISIIOT MOIYYUTh MOTCHIIMAIBHO BBICOKUH 3(h-
¢exr rereposuca B F, 3a cueT 103UTHBHON KOMIIZIEMEHTALUN
anenei, 00yCIIOBIMBArOIIEH BRICOKOE BEIpaKeHHE MTPU3HAKA
y rubpuza (Schon et al., 2010). [IpoBenenne pennnpoKHBIX
CKpEIMBAHUI MKy STUMH IPYIIIAMH IIO3BOJIUT YCTAaHOBHUTD
ONTUMANIFHOE codeTaHue poauTenbekux Gopm (Melchinger,
Gumber, 1998).
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HOﬂy‘leHI/Ie 1 IOAJACPIKAHUC PA3JIMYHBIX T€TCPOTHICCKUX
MyJI0B BeleT K AuddepeHnannu HCX0JHOTO MaTepuana
(yTuHMIT), He CBSI3aHHOTO I10 TPOUCXOKACHHIO; K YBETHICHHUIO
AJJIENILHOTO pa3HO00pa3us Cpely reTepoTHYECKHUX ITyJIOB;
K TIOBBINICHNIO CTETIEHH I'€TepO3UroTHocTH B F, m moren-
[[UAJILHOTO YPOBHS T€TEPO3UCA; K CHUKEHUIO crieruduye-
CKOMl KOMOMHAIIMOHHO#M CIOCOOHOCTH M, COOTBETCTBEHHO,
cootHomeHust CKC x Bapmance OKC u B KOHEYHOM HTOTE
K CTaOUJIBHOMW U Pe3yNbTaTHBHOMN CENEKIIMOHHOM paboTe, Ha-
LIeJICHHOH Ha ncnosb3oBanue rereposuca (Melchinger, 1987;
Melchinger, Gumber, 1998; Reif et al., 2005).

B3aumopgencTBua «<reHOTUN - cpepa»
ITockonbKy reTepo3uc MposBISAETCS B KOHKPETHBIX YCIOBHUSIX
Cpenbl, BAKHO YYHUTHIBATh B3aWMOJCHCTBUS «TCHOTHUII—
cpenay. B paziauyHbIX yCIOBUSX CPEIbl THIT HACIIEI0BAHUS
B KOHKPETHON THOPUAHONW KOMOWHALIUM MOKET U3MEHSThCS
B IIMPOKHX Ipeaenax. Pa3paboTaHsl MoaXoapl TeHeTHYe-
CKOTO aHaJln3a, KOTopble 0a3upyIOTCs Ha MCHBITAHUHM T'€HO-
THUIIOB B PA3INYHBIX CPEax M MO3BOJIIOT BBIBUTH OOIIYIO
U crenu(uYecKyo aJanTHBHYIO ClIOCOOHOCTh TeHOTHITOB, HX
CTaOMIILHOCTD, CEJICKIIMOHHYIO IIEHHOCTh U BECTH OTOOP 110
a/IalITUBHO CIIOCOOHOCTH B 3aBUCHMOCTH OT TIOCTABIEHHOH
CCJICKIIMOHHOM 3amauu. Hapsimy ¢ omeHkoi oOmIel U CIieIu-
(hmueckoil aanTUBHOIM CIIOCOOHOCTH, TaKUe MOAXOJbI TO-
3BOJIIIOT TTOJTYYUTHh WHPOPMAITHIO O cpefax Kak (GoHax uis
oroopa (OKyuenxo, 1980; KwipueBckuii, Xotsiiesa, 1985;
Kunpuesckuit, 1986). [Tpu aTom oO1ias ajgantusHas croco0-
HOoCTh (OAC) TeHoTHIIAa XapaKTepU3yeT CpeaHee 3HAUCHUE
NpU3HAaKa B Pa3JIMUHBIX YCIOBUSAX CPEAbl, crenupuueckas
(CAC) — otxnonenue ot OAC B onpenenennoi cpene. [pen-
JlaraeMasl METOIMKA OCHOBAaHA Ha OOBLEIMHEHNH JIMHEHHOMN
Y HEJIMHEHHOM YaCTH peakii TeHOTHIIA HA CPEJTy ¥ THM OT-
myaercst ot Metoza K.W. Finlay u G.N. Wilkinson (1963), rie
Mepoi CTaOMIBHOCTH SIBIISIETCS JIMHEHHAS PEaKIUsl; METOa
G. Wricke (1962), rae cTaOMIBHOCT OLICHUBAIOT IO HEJTMHEH-
HOU peakiuu, u MeToioB S.A. Eberhart u W.A. Russell (1966),
G.C. Tai (1971), tae BBeICHBI COOTBETCTBYIOIIHE TApaMETPHI
JIMHEHHOW U HEJIMHEHHOW peakluuy TeHOTHIIA.
Hapsiy ¢ ynoMsiHy ThIMH BbILLIE paboTaMu, OOJIBIION BKIIa]
B Pa3BUTHE UCCIIEAOBAHUM 110 FETEPO3UCY, HUHUIIMUPOBAHHBIX
H.B. TypOunbIM, BHECITH YYeHBIe IHCTUTYTa TCHETHKY H ITH-
tonorun HAH benapycu, KoTopsIM IpuHa/Iekatr He TOJIBKO
pa3paboTKN TeHETHUKH CBOMCTBAa KOMOMHAITMOHHOH CITOCO0-
HoctH (Typ6un u 1p., 1974; I'enetnueckne 0CHOBHL. ..., 2008),
METOAMYECKUX MPOOJIEM CEJIeKIIMU Ha FeTepO3UC U B3auMO-
JeicTBHs «reHoTHIT—cpena» (KunsaeBckuii, XoTsutesa, 1985;
Tapyrtuna, Xotsuiesa, 1990), HO ¥ TOAXOABI K UCIIOIB30BAHHUIO
nepuoauueckoro orbopa (Kamuuckas, 1985), usydenue re-
HETUKH IIMTOIUIA3MAaTHIECKONH MYKCKOI CTEpHIIBHOCTH U €€
MCTIOBb30BAHMS ITPH TOTyYeHHH THOpuHBIX ceMstH (TypouH,
[Tanunosa, 1975), u3ydeHne reHeTUKH MOTUIUIOUTHBIX pac-
TEHUI B CBSI3M C UCIIOIb30BAHIEM TETEPO3HCa Ha YPOBHE TPH-
Y TETPAIUIONAHBIX THOPUIOB y caxapHOii cBekibl (bopMoToB,
TypOun, 1971; I'eHeTnueckue OCHOBHI. .., 2008, 2014).
JlaHHBIE MHOTOUHNCIIEHHBIX HCCIIEIOBAaHNH, OCYIIECTBIICH-
HBIX 00JIee YeM 3a BEKOBYIO HCTOPHUIO 3yUECHNUS TeTepO3HCca,
CBUJIETEJIbCTBYIOT, YTO 3TO CJIOKHOE U MHTPUTYIOLIEE sIBJIC-
HHUE — pe3ynbTaT paboTHl BCe COBOKYITHOCTH Pa3HOOOpasns
TECHOB, ITyTell B3aNMOJICHCTBHS U ITPOLIECCOB, JCHCTBYIOIINX
AKTyaHbeIe TEXHOJIOrNN reHeTUKN n cenekynmn

489



TeopeTuyeckme acneKTbl reteposnca

Ha Pa3HBIX CUCTCMHBIX YPOBHSIX W CTaAUAX PA3BUTHUS KH-
Boro opranusma. OT/eNbHbIe UCCIIE0BAHNUS, KaK MPABHIIO,
KOHIICHTPUPYIOTCS Ha KOHKPETHBIX MEXaHU3MaX B KOHTCKCTE
crenrGUIECKUX MPU3HAKOB U ONIEPUPYIOT B IIpejiesiax orpa-
HUYCHHOHN BapHallii COOBITHI U IIO3TOMY HEIOCTATOUYHBI IS
CHUCTCMHOHN WHTEPIPETAUH MEXaHU3MOB ITOTO CIIOKHOTO
U YHUKaJIBHOTO (peHoMeHa. CylIeCTBYIONIUE KOHIICTITYab-
HbIe TIOAXOJbl OMOJIIOTHN: TEHOMHKA, TPAHCKPHUIITOMHKA,
MEeTa0O0JIOMHUKA U JIp. — CIIOCOOHBI OOJCTYNTh BBISBICHUC
KJIFOYEBBIX MEXaHU3MOB U SJIEMEHTOB PETYJISILIUK FeTepo3nca u
MPOSICHUTD MEPCIIEKTUBbI MX HAIPABICHHOTO UCTIOIb30BAHUSI
B CEIIbCKOXO3SIICTBEHHOH IPaKTHKE.
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Cucrema CRISPR/Cas9 — yHuBepCaJIbHbIN
MHCTPYMEHT '€ HOMHO VH>XeHEePpUn

A.B. Cvupnosl, A.M. IOuycosal, B.A. Aykpsuunkosal, H.P. Barryaun® 2@

T DepepanbHoe rocyaapCcTBEHHOE GIOAKETHOE HayuHOe yupexaeHue «DefepanbHbiil UCCIEoBATENbCKII LEHTP VIHCTUTYT LUTONOMAN 1 FeHETUKM
Cunbupckoro otaeneHna Poccrinckon akafemmm Hayk», Hoocnbumpck, Poccuns

2 DepepanbHOE rocylapCTBEHHOE aBTOHOMHOE 06Pa30BaTENBLHOE YUPEXAeHIE BbICILEro 06pasoBaHna <HOBOCUGMPCKMUI HALMOHaNbHbIN
1CCNepoBaTeNbCKNin roCyAapCTBEHHbBIN YHBepcUTeT», HoBocnmbmpck, Poccua

Cuctema CRISPR/Cas9 6bina n3HayanbHO onmcaHa Kak MexaHu3m
afanTVBHOMO MMYHUTETa apxeit 1 6akTepuii, ofHaKo nocse paga
MoandUKaLMIA OHa Halla akTUBHOE NPUMEHEHVEe B FeHHOWN NHXKeHe-
puvn, bnarogaps CNOCO6HOCTY BHOCUTb HamnpasieHHbI [JHK-pa3pbiB
C MOMOLLbIO KOPOTKOro NporpamMmmupyemoro 20-HyKneoTugHOro
paroHa B Hanpasnawowwein monekyne PHK (single guide RNA, sgPHK).
0630p NOCBALLEH COBPEMEHHBIM NpunoxeHnam cuctembl CRISPR/Cas9
B reHHOW MHXXeHepun. B nepBor ero yacTu onncaH oCHOBHOWN mexa-
Hu3m pericteua CRISPR/Cas9, ocobo yaeneHo BHYMaHWe NpuyrHam
Hecneunduyecko akTneHocTy Cas9 (off-targets). OHa BblipaxkaeTcs

B CBA3bIBaHNM Komnnekcom Cas9-sgPHK HeLleneBbIX reHOMHbIX yyacT-
KOB, MEeILLMX NNLLb YacTUYHYI romonoruio ¢ sgPHK, uto moxet
NPVIBOAWTb K HEXenaTenbHbIM MyTaLAM B reHoMe. B 0630pe 06cyx-
[al0TCA HeAaBHKe ynyJleHna cneunduyHocTy ceasbiBaHma Cas9

1 noaxopos no pacumperuto yHkumn CRISPR/Cas9 ana TpaHcreHesa.
MonynapHocTtb cnctembl CRISPR/Cas9 B ocHoBHOM 0bycnoBneHa

ee BblAAoLWMMCA NOTEHLMANOM AN1A FeHHOW Tepanunumn 1 FreHOMHOW
VNHXEHEepUK, 1 NocieHne JOCTUXKEHNA B 3TUX 06/1acTAX NpeAcTaB-
neHbl B Hawwem 063ope. B yactHocTtn, CRISPR/Cas9 6bina HelaBHO
1Ccnonb3oBaHa AnA KOHTPONA 3apaxeHuna knetok BUY (Bupycom
UMMyHoaebUUMTa YenoBeKa) N UCNPaBeHNA reHeTUYeCKUX Hapy-
LeHWI, TaKMX KaK MbllleyHan aucTpodua [ioweHHa 1 MUrMeHTHbIN
PETUHWT, Ha KYNbTypax KNeTOK 1 )KUBOTHbIX Mogensx. lMporpammupy-
emocTb CRISPR/Cas9 obneryaet co3faHune TpaHCreHHbIX OpraH13mMoB
C HanNpaBNEHHbIMW FeHHbIMY My TaLMAMMW, BCTPOMKaMKM FeHOB U Kpyn-
HbIMW XPOMOCOMHbIMU NepecTpoikamn. Cuctema CRISPR/Cas9
oKasanacb 0co6eHHO BOCTpeboBaHHOM A/1sl MPOHYKIEaPHO MUKPO-
WNHBEKLMU NPY NONYYEHUN TPAHCTEHHBIX CENIbCKOXO3ANCTBEHHbIX
KMBOTHbIX B GrioTexHonorun. OanH 13 pasgenos 063opa NocBaALLeH
reHeTNYeCKUMm CKpmHuHram Ha ocHose CRISPR/Cas9, koTopble nprBo-
IAT K BbICOKOIDEKTUBHON NAEHTUGUKALMN HOBbIX FEHOB 1 FeHHbIX
ceTell BO MHOrmx 6ronormnyecknx npoueccax. HakoHeu, B 063ope
paccmaTpuBaEeTCA TEXHONOTUA FeHHbIX A paliBepoB, OCHOBaHHas

Ha CRISPR/Cas9, koTopas npefcraBnset CoO60M MOLHbIN MHCTPYMEHT
4na moandukaumm sKocmctem B 0603prumom 6yayLiem.

Kntouesble cnosa: CRISPR/Cas9; pegaktmpoBaHue reHoMa; TpaHCreHes;
KNeTouHasa Tepanus; MyTareHHas LenHasa peakuums.
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CRISPR/Cas9, a universal tool
for genomic engineering

A.V. Smirnov!, A.M. Yunusoval,

V.A. Lukyanchikoval, N.R. Battulin! 2@

TInstitute of Cytology and Genetics SB RAS, Novosibirsk, Russia
2 Novosibirsk State University, Novosibirsk, Russia

The CRISPR/Cas9 system was initially described as

an element of archeal and bacterial immunity, but
gained much attention recently for its outstanding
ability to be programmed to target any genomic

loci through a short 20-nucleotide sgRNA region.
Here we review some modern applications of the
CRISPR/Cas9 system. First, we describe the basic
mechanism of the CRISPR/Cas9 DNA recognition

and binding, focusing in particular on its off-target
activity. The CRISPR/Cas9 off-target activity refers to
a non-specific recognition of genomic sites that have
partial homology with sgRNA, occasionally resulting
in unwanted mutations throughout the genome. We
also note some recent improvements for enhancing
Cas9 specificity or adding new functions to the
system. Since Cas9-related hype is mostly driven by its
remarkable potential for gene therapy and genome
engineering, the latest CRISPR/Cas9 applications

in these areas are also covered in our review. For
instance, the CRISPR/Cas9 was recently used to control
HIV infection and to repair genetic abnormalities,
such as Duchenne muscular dystrophy or retinitis
pigmentosa, both in cell cultures and rodent models.
A programmable nature of CRISPR/Cas9 facilitates
the creation of transgenic organisms through site-
specific gene mutations, knock-ins or large chromo-
somal rearrangements (deletions, inversions and
duplications). CRISPR/Cas9 proved to be especially
useful in pronuclear microinjections of farm animals
as well, having strong impact on biotechnology.

In addition, we review Cas9-augmented genetic
screens that allow an unbiased search for new genes
and pathways involved in a plethora of biological
aspects, owing to Cas9 efficiency and versatility.
Finally, we argue that gene drivers based on CRISPR/
Cas9 represent a powerful tool to modify ecosystems
in the nearest future.

Key words: CRISPR/Cas9; genome editing;
transgenesis; cell therapy; mutagenic chain reaction.



0 YCpPEIHCHHBIM OIICHKaM, B MUpPE 00HApYKEHO OoJiee

MHJUIMOHA BUJIOB DYKAPUOTHYECKUX OPTaHU3MOB, IIPH

9TOM MUJUTMOHBI 9YKapHOT 1 OaKTepuii BCe eIlie OCTaroT-
cs1 HeonrcanHbiMu (Mora et al., 2011; Costello et al., 2013).
Tak kak TeHOM Ka)KZI0T0 BUJIa B 4YeM-TO YHHKAJICH, UX U3y4e-
HHUE TPUHECET HEHCYHCINMOE KOJIWYECTBO HEOXKUITAHHBIX
OTKpbITHI. OIHAKO JJayKe UCCIIeJOBaHNE IeHOB HEOOIIBIIOTO
YHCIIa OPTAaHN3MOB, C KOTOPBIMH Pa0OTAIOT B Ta0OpaTOpHUsIX,
npescTaBisieT npoodnemy. /it Toro 4ToObI HOHTH (QYHKINT
OT/ICJIbHBIX SJIEMEHTOB I'€HOMa U TO, KaK (OPMHUPYIOTCSI KOH-
KpeTHBIE MPHU3HAKH OPTaHHW3MOB, HeoOXonnMa pa3paboTka
YHUBEPCAIBHOTO WHCTPYMEHTAPUS ISl HAIPABJICHHOTO pe-
JIAKTUPOBAHMSI TEHOMA: aJIPECHOM «ITOJIOMKI» HJTH «3aMEHbBI»
reHoB. /Iy dyesoBedecTBa KOHTPOIb HAJl PEIaKTHPOBAaHUEM
reHoma OyneT o3Ha4yaTh M30aBIEHHE OT HACIIEACTBEHHBIX
TFCHETHYCCKUX 3a00JIeBaHUI, BO3MOXKHOCTh MOAM(DHUKAIINN
OKpY’KaFOIINX Hac OMOLIEHO30B, a TAKXKE IPOU3BOACTBO HOBBIX
MaTepuajioB M JEKapcTB cuiiamMu onorexHonoruu. [Toatomy
TFCHCTUYCCKUE MHCTPYMCHTHI JJId pCAaKTUPOBAHUA I'CHOMA
CTaJI OHAM M3 CaMbIX BOCTPEOOBaHHBIX OTKPBITHIH MOCIIE -
HUX JieT. Ha ceroqusmnmii MOMEHT HanOobIIee pacipocTpa-
HCHUC IMOJYUYHIIA TPU METOAA: IIUHKOBONIAJIBIEBLIC HYKJICA3bI
(ZFN), TALE-accounupoBanubsie Hykieassl (Transcription
Activator-like Effector Nucleases, TALEN) u CRISPR/Cas9
(Wijshake et al., 2014). HecmoTpst Ha TO 4TO OHM COIOCTa-
BUMBI 10 MHOTHIM ITapaMeTpaM, ONpenesionmM dpdhexTus-
HOCTh, oguH u3 MetonoB, CRISPR/Cas9, 6maromapsi cBoeit
MPOCTOTE OCTABUII KOHKYPEHTOB JIaJIeKo 11o3a 1. Beero 3a Tpu
rona cucrema CRISPR/Cas9 ctpemuTensHO nepennia pyoex,
KOTOPBIH OTAEISIET «MHOTOOOEIIAIOIIYIO U MEPCIIEKTHBHYTO
TEXHOJIOTUIO» OT UHCTPYMEHTA, IIPUHATOTO Ha BOOPY)KEHUE
B THICSTYaxX JlabopaTopuii o Bcemy Mupy. B 2016 . kaxxmayio
Heneno myonukyercst 6onee 30 paboT, B KOTOPBIX YIIOMH-
Haercsi cucrema CRISPR/Cas9. He mbitasicb 0XBaTuTh BCIO
obmacts npumenernst CRISPR/Cas9, B atom 0630pe MBI 00-
paTHIIN CBOC BHUMAHHE Ha CaMbIC aKTyallbHbIC HAIIPaBIICHHUS,
KOTOpPbIC 6y}1yT HUMCTb 3HAYUTCIIbHOC BJIMAHNUEC HA MEJUIIUHY
u 6moTexHonoruio. bonee moapoOHyIo HH(OPMALINIO MOKHO
HalTH B CIICIMAIM3UPOBAHHBIX 0030pax W KOMIMIISIIHSIX,
YKa3aHHBIX B Haualle Ka)JI0ro U3 pa3/iesioB.

Cuctema reHOMHOro pefakTUpPOBaHUA
CRISPR/Cas9

CRISPR/Cas — 370 cucrema afanTHBHOTO MPHOOPETEHHOTO
UMMYyHHTETa OaKTepHid U apxei, HalpaBieHHast HA YHUYTO-
JKeHHe MPOHUKIIeH B KieTKy dyxepoanoi JIHK, nampumep,
(haroB mnm mmasmug (Barrangou et al., 2007). B pycckom
SI3BIKE ITOKA HE JIOCTUTHYT KOHCEHCYC O MEPEBO/IC Ha3BaHUS
CRISPR/Cas (clustered, regularly interspaced, short palin-
dromic repeats (CRISPR)-CRISPR-associated system (Cas)).
HazBanue MOXHO NpEACTaBUTH KAaK «CTPYNIHPOBAHHBIC
KOPOTKHE MAJIMHAPOMHBIE ITOBTOPEI, Pa3EIIEHHBIE IIPOMEKYT-
KaMH, 1 aCCOIIMUPOBAHHAS C HUIMH CHcTeMay. bakTepraabHbIi
CRISPR-110Kyc COACPKUT YHHKaIbHBIC ()PAarMEHTHI dyKe-
poanoii JIHK (mpoMexyTKu Wiu crieiicepbl B aHIIOSA3BIYHON
JUTEpaType), COXpaHEHHBIE OPTAHW3MOM ITOCNIe MH(EKIHH
BUpyCaMH WJIM IUIa3MHUJIAMH, a TaKXKe MOJy4YECHHbBIC M3BHE.
B cnydae nosropHoro Brop:keHust ¢ CRISPR-nokyca tpanc-
Kpubupyercs npotsbkeHHas monekyna PHK, koropas ¢par-
MeHTHpyeTcst kKomriekcom OenkoB CRISPR/Cas-cuctemsl
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n BeriomoraresnbHbix PHK. Hapaboranusie PHK-Mosekysibr
nipu yaactuu 6enkoB CRISPR/Cas-cucteMbl CBA3BIBAIOT U pa3-
pe3aroT KOMIIEMEHTapHBIE YYaCTKN Ty>KEPOAHON TeHOMHOM
JIHK (mpotocmeiicepst). BaskHo, 4T0 CBsI3bIBaHUE U JeTpaja-
s JIHK nporocnelicepa mpoucxoasT TOAbKO B IPUCYTCTBUU
crnenuduIecKoro HyKJICOTHAHOTO ceTMeHTa (protospacer
adjacent motif, PAM), KOTOpBIif MOXKET IMETh Y Pa3HbIX BUIOB
GaxTepuii pa3HbIe TOCIIEA0BATEILHOCTE U pasMep (Makarova
etal., 2015). Hammune PAM-y4acTka ciry>KUT CBO€0Opa3HbIM
OTI03HaBaTEIbHBIM CUTHAJIOM dyskepoaHoit JIHK u no3Bonsger
n30eraTh pa3pe3aHns COOCTBEHHBIX CIEHCEPHBIX PaiOHOB
CRISPR-nokyca. CRISPR/Cas-cucteMbl moapa3aessroTces o
MIPOUCXOKACHUIO U MEXaHU3MY JIHCTBUS Ha TISITh OCHOBHBIX
TtunoB (cM. 0630p (Makarova et al., 2015)).

Hyxkneasa SpCas9 (Streptococcus pyogenes), kotopast Ha
CETOAHSAIIHU IeHb TPUMEHSAETCSI B TeHHON HH)KeHEPUH Yallie
BCETO, ABIISACTCS IEHTPATIBHOM TeMoii Hatrero o63opa. SpCas9
npuHaUIeKUT Ko Bropomy Tuity CRISPR/Cas-cucrem. B or-
nune ot Hykieas npyrux CRISPR-cemeiicts, SpCas9 (nanee
Cas9) He TpebyeT JOMOTHUTENBHBIX OSTKOB-KO(AaKTOPOB IS
cBsa3biBaHus U paszpesanus JJTHK. B ecrecTBeHHBIX ycloBH-
ax st akruBauun Cas9-Hykieassl HeoOxonumbl qse PHK:
CRISPR-acconmupoBannas PHK (crRNA), npoucxonsmas
13 TEHOMHOTO JIOKYCa, XpaHAIero (parMeHThl BUPYCHBIX
MOCIIeI0BATENIbHOCTEH; a TaKkke TpaHc-akTuBupytomas PHK
(tracrRNA), nmumeH3upyromias akTuBHOCTh Komruiekca Cas9-
PHK (monpo0Hoe onncanne Mexanu3ma cM. B 063ope (Wright
etal.,2016)). Onnako s 1iene renHoi nmxeHepuu ase PHK
00BEIIHEHBI B COCTaBe OTHOW XMMepHOH MomeKynsl sgPHK
(single guide RNA). Monekyna sgPHK Bkirogaer ygactok
JuinHO#M 19-20 HyKJI€OTHIOB, KOTOPBIH JIOJKEH OBITH KOM-
IUIEMEHTApEH IIEJIEBOMY yYaCTKy FeéHOMa, U (PyHKIIMOHATIbHBIE
aneMeHThl tractRNA u crRNA, nonnas pnuna sgRNA co-
craisieT oT 100 mo 250 m. 1. [l cszu Cas9 ¢ IHK Takoke
HEOOXOINM y4acTOK u3 Tpex HykiIeotnaoB Buna NGG (PAM),
HENOoCPENCTBEHHO MpuiekKalluii ¢ 3'-KoHLA K HEeJIEBOMY CalTy
csa3biBaHus SgPHK B renome. Ilocne cBA3bIBaHUS ¢ KOMILIIE-
merTapHbIM SgPHK yuactrom JIHK Cas9 pazpesaer 06e Hutn
JIHK Ha paccrosiaun B Tpu HyksieotHa ot PAM, dopmupys
nByxuenodeunsli paspeiB JIHK ¢ tynsimu konnamu. Cu-
crema CRISPR/Cas9 nerko moaBepraeTcst MOTUPHKAINIM:
0T U3MeHeHn BTopu4HOM cTpykTypsl sgPHK no myraunmit
crienupuIeckux aMUHOKKCIOT B Cas9 uiM mprcoeimHeHus!
(hyHKIIMOHATBHBIX JOMEHOB JIpyTUX OenkoB (puc. 1).

MexaHunsm gencreusa cucrembl CRISPR/Cas9

Caiit-criermupu9IHbIe HyKJI€a3bl Pa3HOTO MPOUCXOXKICHHUS,
takue kak [-Scel, ZFN, TALEN niu CRISPR/Cas9, ucmosnb-
3yIOTCSl OMOJIOTaMU C OIPE/IEICHHOM LIENbIO: [UIsi BHECEHUS
OJIHOLIETIOYEYHBIX WIM ABYXIenoyedHblX pa3priBoB JHK
B MHTEPECYIOIINE y4yacTKH reHoma. HecMoTpst Ha cxoxee
Ha3HA4YCHHE, CalT-crequpUIYHbIE HYKJIea3bl M0-Pa3HOMY
B3anmozeiicTByioT ¢ JJHK. K mpumepy, meranyxieasa I-Scel
CBSI3BIBACT U pa3pe3acT yHUKaJIbHBIH MOTUB U3 18 11. H., OCTaB-
JIsisl BBICTYTIAOIIME 3'-KOHIIBI JUTMHOM B YETHIPE HYKJIEOTH IA.
[unakoBomnansuessie 1 TALE-acconmmpoBaHHbIE HYKI€a3bl
PacIo3HAIOT IeJIEBOM YyYacTOK T€HOMa MOCPEIACTBOM MO-
nynbHEIX JIHK-cBA3bIBaOINX JOMEHOB, a pa3pbiB B TEHOM
BHOCHTCS TIPH TIoMoIH auMepu3ytonmxcst Fokl-momeHoB.
Hykneaza CRISPR/Cas9 umeer cnennduyeckuii MEXaHu3M
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MyTtauunn 6enka SpCas9

1. Cas9-HF1: myTauum B RECT 1 RuvC gomeHax (N497A, R661A,

Q695A, Q926A) (Kleinstiver et al., 2016).

2. eCas9: myTaumm B HNH 1 RuvC fomeHnax (K848A, K1003A, R1060A)

(Slaymaker et al., 2015).

3. dCas9: uHaKTVBMpYIOLLME MyTaLM B HyKNeasHbIX AoMmeHax RuvC

n HNH (D10A, H840A) (Jinek et al., 2012).

4. Split-Cas9: pa3genbHan sKcnpeccus AByx CyobeanHNL

(56-714 + 729-1368) (Wright et al., 2015).

Puc. 1. Cxema komnnekca SpCas9-sgPHK Ha [1HK.
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Moguoukauum sgPHK

1. WnTerpauuna MS2, PP7 nnn com moTmBoB
B 3'-CTPYKTYpHYyto YacTb sgPHK ana pekpyTu-
poBaHus 6enkos. (Zalatan et al.,, 2014).

2. Xumunyeckaa moanoukauma puboHyKneoTngos
InA nosbiweHns ctabunbHocTy sgPHK (Hendel
etal., 2015).

3. lNpucoegunHeHve AnnHHbIX Hekoanpyowmx PHK
Ha 3'-koHel, (Shechner et al., 2015).

MpucoegnHeHne
6eKOBbIX JOMEHOB
------- K C-koHuy Cas9 unu dCas9

1. dCas9-Fokl: pumepusytowmica BapuaHT Hyknea-
3bl Fokl (Mali et al., 2013; Ran et al., 2013).

2. dCas9-p300: LoMeH rMCTOH-aLeTUa3bl YenoBeka

3 ana moamoukauum xpomatuHa (H3K27Ac) (Hilton
etal, 2015).

3. Cas9-DBD: mopynbHbin [IHK-cBA3bIBaOWNIA
nomeH (Bolukbasi et al., 2016).

4. dCas9 ¢ aKTMBATOPHbLIMUW MU PENPeccCoOpPHbIMU
nomeHamu: VP64, VP160, p65, Rta, KRAB 1 ap.
(0630p B (Shalem et al., 2015)).

5. dCas9-GFP: nokanu3sauus skcnpeccum dCas9
B KneTkax rno cseveHuio GFP (Chen et al., 2013).

6. dCas9-SunTag: nenTyAHbIe SNUTOMbI 1A PEKPY-
TUPOBaHMA MeueHbix aHTuTen (Tanenbaum et al.,
2014).

Yncnamm o603HaueHbl pa3mepbl N NOPALOK 6eKoBbIX AOMEHOB (B aMI/IHOKVICﬂOTaX). an/IBEF\eHbI pa3nnyHble MOF\I/I¢VIKaL|VIVI 2J1eEMEHTOB

cuctembl CRISPR/Cas9.

JeiicTBys, U ero paciudpoBka B 2014 . 3HaUMTENBHO MOA-
TOJIKHYJIA Pa3BUTHE BCEH F€HHOU MHIKEHEPUH.

Hecmortpst Ha To uTO MepBoe ommcanne CRISPR-mokyca
Ob110 caenano eme B 1980-x rr, a ¢ 2011 r. Benuch dKcIIe-
PHMEHTBI 110 HAIPaBJICHHOMY BHECEHHIO JIBYXLEIOYEYHBIX
pa3psiBoB B JIHK-mocnenosarensHOCTS ¢ momomipio Cas-
HyKJIea3, MOHUMaHHe MEXaHU3Ma JICHCTBHS HJOHYKJIICA3bl
SpCas9 nosiBUIIOCH TOJIBKO TOCIHE CepUr padoT ¢ yyacTHeM
OIIHOTO 13 IEPBOOTKPHIBATEIICH 1 AKTUBHBIX MCCIIEIOBATENICH
SpCas9 M. Kuneka B 2014 1. (Anders et al., 2014; Jinek et al.,
2014; Sternberg et al., 2014) (neranu cMm. B 0630pe (Wright
etal., 2016)).

B crarbse S.H. Sternberg ¢ komuteramu (2014) onmcan npo-
1ecc noucka creruduunoro caira JIHK nykieaszoit SpCas9,
ces3anHoM ¢ sgPHK. TIpoBens crnokHbIe OMOXMMUYECKHE SKC-
MIEPUMEHTBHI, TaKKe Kak Busyaimm3anys SpCas9 Ha pacTsSHYTHIX
(uxcupoBanubix JIHK-HUTSX (hara issmOa v in vitro cBsi3biBa-
ure SpCas9 ¢ IHK, coneprkameii pasnoe urcino PAM-caiitos,
OHHU BBIICHWJIM JTUHAMUKY CBsi3bIBaHUS Hykieassl u JIHK.
Okxkazazocs, uto SpCas9 B xommiexce ¢ sgPHK npoussoaut
nouck koMmiemeHtapHelx caiitoB JIHK 3a cuer cimyuyaliHbix
TpexMmepHbIX croiakHoBeHul ¢ JJHK xpomocom. IIpucyrcrue
PAM crabunusupyet komiieke SpCas9-JIHK u nnunuupyer
pacruteranne JJHK-xymekca. [To marasmv CHIP-seq ananm3a,
MIPOBEACHHOTO Ha Oeyike ¢ MHAKTUBMPOBAHHOW HYKJICa3HOM

akTHBHOCTHIO (nuclease-deficient Cas9, dCas9), kommekce
dCas9-sgPHK ci1abo cBsi3bIBaeTCs ¢ OOJIBIIAM KOJIHYECTBOM
TEeHOMHBIX CalToB, comepkammx PAM u 5-8 HykieoTnmos
komriemeHTapuoctu ¢ sgPHK, pacmonoxeHHbIX psmom
¢ PAM (6onee 100 yuactroB mist Hekotopbix sgPHK), ognako
pa3pe3aHus Hecenn(pUIECKUX y9aCTKOB OUTH HE TIPOUCXO-
mut Oe3 cradbmnm3ammu komiuiekca (Kuscu et al., 2014; Wu et
al., 2014). Komruieke xe SpCas9-/IHK B npucyTcTBUH ITOJTHO-
cThio KoMIuteMeHTapHoi sgPHK ouens crabmieH, mosTomy
JUISL €T0 yAJICHHS C MecTa pa3pbiBa HEOOXOIUMO JeHCTBHE
apyrux OenxoB kietku. B pabdore C. Anders c komieramu
(2014) ananu3 KpucCTaIUTHYECKOI CTPYKTYpHI Oenmka SpCas9
B kommekce ¢ sgPHK u JIHK nokazan pons PAM-ydacTka
st crabunuzaunu PHK-JIHK aymnexca. PAM-yuactok
JKECTKO CBSI3BIBACTCSI C HEKOTOPBIMHU OEJIKOBBIMH JIOMEHAMHU
SpCas9 (PAM-B3aumopnerictBytomniue momeHsr) (Nishimasu
et al., 2014) u oOpasyer HEOOBIIIOE BBHIMITYMBAHUE MOJICKY-
a1 IHK, obrnerdas noctym K mepBOMY HYKJICOTHAY caita
y3uasanus sgPHK. /Ia ryanuna B coctae PAM o0pa3syior
BOJIOPOJIHBIE CBSI3U ¢ aMUHOKHUCIoTaMu Arg 1333 u Arg 1335
C-xonneBoro ydactka SpCas9. Myrtanuu AByX 3THX aMH-
HOKHCJIOT 3HaYUTENIFHO CHIXaOT 3¢ddextuBHOCT SpCas9
B paspesanun JJHK. B3anmoneiicteue nByx ryannHos PAM
¢ SpCas9 momoraer ToYHEe COPUEHTHPOBATH MEPBHIi, HE-
cnenuduyeckuii Hykneorun PAM-yuyactka. O oOpasyet

AKTyaHbeIe TEXHOJIOrNN reHeTUKN n cenekynmn
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BOZIOPOJIHBIE CBSI3H C TPYIIION aMHHOKHCIIOT, KOTOPBIE Ha3bl-
BatoTcst «(pochaTHbIM 3aMKOMY, 1 BhIBopaunBaetcs u3 JJHK
JyIUIeKCa, YTO MPUBOAUT K MHUIMALMH CTIAPUBAHUS LiETIeH
sgPHK u xomruiemMenTapHoii el oqHouenoueunoit auru JJHK.
WHTepecHO, 9To 1ake MPU OTCYTCTBUU KOMITIEMEHTapHOI 110~
crenosarensHOCTH B sgPHK PAM-0enkoBbIie B3aUMOACHCTBHS
CTHOCOOHBI co31aTh JIoKatbHOoe paciuteranne JJHK-ymiekca
Ha oauH HykieoTu. [Iporecc nmoucka u paspesanust JHK-
yaacTioB s 6enka SpCas9 okazancs ciaexyrommM: (1) dop-
mupoBanue komruiekca SpCas9 ¢ sgPHK. Ilpu cBs3biBanuu
6enka Cas9 ¢ monexynoit sgPHK nponcxonut noBopot aByx
cyosenuaun Cas9 (anmpda-netneBoit (56—714 a.x.) u HyKJe-
azHoii (1-57+718-1368 a.k.)) OTHOCUTEIHHO APYT IpyTa HA
100° (Jinek et al., 2014). M3mMeHenue koHPOpPMALIUU OTKPHI-
BaeT yuyactku cBs3eiBaHus [IHK B mienTpe monexynsr Cas9.
JBe cyosenuauiel — JIHK-cBs3pIBatonias m HykJIeazHas —
B3aUMOJICHCTBYIOT TOJIbKO mocpencTBoM sgPHK, kotopas,
TaKUM 00pa3oM, UTpaeT KIFOUEBYIO poiib B akTuBarmu Cas9.
OTO MOATBEP)KAAETCS M TEM, UTO pasJiesibHasi IKCIPECCHs
JByX OenkoBbix cyobeaunur] Cas9 (split-Cas9) npuBonut
K cOopke pyHKITMOHATBLHOW HYKJI€a3bl, TAK KaK KOOTIepaIus
(parmenToB ocymectBisercs yepe3 sgPHK (Wright et al.,
2015). IMocne akruBanuu Cas9 npoucxomst (2) ciydaiiHble
CTOJIKHOBEHUA KoMmIuiekca ¢ xpomocomHou JIHK, 3arem
(3) crabswre B3anMmopeiictBus 6enka SpCas9 ¢ PAM-yuactkamu
(NGG), pazbpocaHHBIMHU TI0 TEHOMY, (4) BOJOPOIHBIC CBSI3U
PAM c C-xonneBsiM PAM-B3auMOEHCTBYIOIINM TOMEHOM
SpCas9 unnuuupytor pacmeranue JJHK-nynnekca nepen
PAM Ha oJMH HYKJICOTH[], HO TOJBKO (5) HATMYHE KOMILIC-
MeHTapHoi sgPHK ctumynupyer pacmetaHue LelIeBOro
JHK-nymnekca. Hakownerr, (6) oMHOIIETIOYEYHBIC MOJICKYIIBI
JIHK pazpesatotcst 1Byms Hykiea3sHbIMH qoMeHaMu SpCas9
(RuvC, HNH).

Nuadopmanus o kpucrammudeckoit crpykrype SpCas9
CIYXUT JUISl «IPUPYYCHMs» HYKJIea3bl B IEJISIX T'eHHOH
Tepanuy U CO3IaHus OENIKOB C MOBBIIICHHOHN crienuduaHo-
cTpio. HeaBHO OBIIIM OMMCAHBI Pe3ysIbTaThl MacIITaOHOTO
mytupoBanus JJHK u sgPHK-cBs3biBaronux fomeHos Cas9,
YTO MO3BOJISIET CHU3UTh U30BITOUHYIO TEPMOJMHAMUIECKYTO
crabmrpHOCTH Komruiekca Cas9-JIHK, momyckaronryro Muc-
Mmarun B sgPHK-yuactke. J[ByMs He3aBUCUMBIMH IPpyIIIaMu
ydeHsIx 0butH TosyueHsl MyTaHTsl Cas9: High Fidelity Cas9
(Kleinstiver et al., 2016) u Enhanced Cas9 (Slaymaker et
al., 2015). B padore B.P. Kleinstiver ¢ koyieramu 3aMeHsI-
JIMCh aMUHOKHUCIOTHL, B3auMoznencTeyomue ¢ JJHK-sgPHK
nmymiekcoMm (N497A, R661A, Q695A, Q926A). Bo Bropom
UCCIIeIOBAaHUH MY THPOBAIUCH aMUHOKHUCIIOTBI, CBSI3bIBAIOIINE
omuaonenoueynyro JJHK (K848A, K1003A, R1060A) (cMm. cxe-
My B Kpatkoii 3ameTke (Nelson, Gersbach, 2016)). Taxum 06-
pa3oM, KOMILUICKC MyTaHTHOTO «OCIadiicHHOTo» Oenka Cas9
Ha JIHK cTabunmsupyeTcst TONBKO B MPHCYTCTBUHU UICATHEHO
rkomriemMenTapaoit sgPHK. D10 moutn He ckasbIBaeTcs Ha
sddexrrBHOCTH paspesanus sgPHK, HO 3HaunTeNnbHO CHU-
AKAeT YUCII0 HecTIeN(UUECKUX CAWTOB pa3pe3aHus B FTEHOME
(off-targets) (Hecrreruduaeckoit akTuBHOCTH Cas9 mocBsIIeH
creayrommid pasnen 063opa). Oxumgaercs, uTo yIydlIcHHEe
crierupuaroct SpCas9 yckopuT paboTy B 00JIaCTH KIETOU-
HOH Tepanuy 4eloBeKa, Tak Kak BBICOKasi TOYHOCTh HYKJIeas3
CHMMaeT He0OXOIMMOCTb TIATeILHOTO CKpUHKHTA Off-target
MyTalUi B TEHOME.
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Bonee cioxHOW anbTepHATUBONW OMUCAHHOMY MOJIXOIY
BEINIAIUT mpucoennHenne k Cas9 0elKoB, MOBHIMIAIONTIX
cnenuduaHoCTh cBsa3bBanus ¢ JJHK Ha ocHOBE MOAYIBHBIX
JIOMCHOB IIMHKOBOMAaJbIIeBhIX HyKJea3 (Bolukbasi et al.,
2016). ABTOpHI pemmiy co3aaTh XUMepHEIi 6erok Cas9, co-
eauHeHHbId Ha C-koHue ¢ yeTelpbMs JJHK-cBs3bIBatommmu
JIOMEHaMH, y3HAIOIMHUMH y4acTOK U3 12 HYKIE€OTHIOB
Ha PacCTOSHHUM MpUMepHO 7—15 HykieotmmoB oTr PAM
(B 3'-nanpasnenun). B cTpykrypy Cas9 Obuti BHECEHBI My-
Taluy, Hapyllaromue cBs3biBanue Hykieassl ¢ PAM u JITHK,
kotopslie nenatot Cas9 3apucumeiM ot JJHK-cBs3pIBatoniero
nomeHa. Cucrema Ha ocHoBe Cas9 u JIHK-csaswiBarommx
JIOMEHOB HE OYeHb yI00HA JUIsi OOBIYHBIX MTPUIIOKESHUH, TaK
kak penporpammuposanue JJHK-cBsi3piBaromux JOMEHOB
3aHMMAaeT BPEMsI U OTPaHUYUBACT YHCIIO JOCTYITHBIX TEHOM-
HBIX CaliTOB. DTOT METOJ MOXXHO HCIIOJIb30BATh Il TEHHON
Tepanuu KIETOK YeJIOBEKa, KOTJa CAlThI-MHUILICHN B TCHOME
xoporro oxapakreprusoBansl 1 JIHK-cBsi3pIBaromme 1oMeHbI
MIPOTECTUPOBAHKI 3apaHee.

K HacTosimieMy MOMEHTY BHHMAaHHE HAay49HOTO cOOOIIe-
CTBa HalpaBlieHO Ha aganTanuio Oenka SpCas9 mns pas-
JMYHBIX 33Ja4, TEM HEe MEHee, IPUMEHEHHE OPTOJIOTMYHBIX
Cas9 0enkoB W3 pa3NWUYHBIX BHUJIOB OakTepwil m apxei
MOKET OKa3aThCsl MOJIE3HBIM B OymymieM. Ceifuac BegyTcs
noucku cpenu coteH CRISPR-acconnupoBaHHBIX HyKII€a3
13 ApYTUX BUAOB OakTepuii m apxeil. OcHOBHBIE Tpebo-
BaHUsA K oprosoram Cas9 BKJIIOYAIOT, IIOMUMO BBICOKOM
SHJIOHYKJICA3HOW aKTUBHOCTHU, HEOOJBIIOW pasmep s
oOJierdeHns! yrakoBKN B BUPYCHI M y3HABAHHE Pa3JIMUIHBIX
PAM-y4acTkoB A1 pacIIUpeHHs BO3MOKHOCTEH Iu3aiiHa
sgPHK. K npumepy, nykneaza SaCas9 u3 Staphylococcus
aureus y3HaeT PAM Buma 5'-NNGRRT-3', ee xonupyromas
nocnenoBaTeNnbHOCTh Kopoue reHa SpCas9 na 1000 m. H.
MeHb11nii pa3Mep M03BOJISET UCIIONIB30BATh JIJIs €€ IOCTABKU
aZieHoacconnupoBaHHbie BUPYCH (AAV). Kpucrammmueckas
cTpykTypa 6enka SaCas9 noxoska Ha SpCas9, 32 HCKITIOUCHH-
€M JIOMEHOB, B3auMo/ieiicTByIoMX ¢ PAM-npokcumanbHbIM
y9acTKoM ¥ cTpyKTypHBIMHU meMerTaMu sgPHK (Nishimasu
et al., 2015). Hyxmreaza NmCas9 (Neisseria meningitidis)
csa3piBaeT PAM Buga 5'-NNNNGATT-3', uto mo3BoisieT
BBIOMpATh TCHOMHBIE CAiThI, HEAOCTYIHBIE PYTHM HyKJIe-
azam (Hou et al., 2013). Crout ormeruts, uto CRISPR-
ACCOLIMHMPOBAHHBIE HYKJIEA3bl U3 JIPYTHMX CEMENHCTB TaKkKe
MMEIOT OOJBIION MOTEHIHAN I TeHHOHM Tepamuu. Tax,
nykineasa Cpfl u3 Gaxrepun Francisella novicida (naTsiit
tun CRISPR-cuctem) umeer pasmep B 1,3 ThIC. aMMHOKHC-
not (SpCas9 — mpumepHo 1,6 THIC.) M HaNIpPaBIAETCA K MECTY
paspsiBa kopotkuM anaiorom sgPHK (44 m.nH.) (Zetsche
et al., 2015a). Beuto nokazano, yro Cpfl sadpdexkruBHO
momudummpyer JHK B knmerkax gemosexa (Zetsche et al.,
2015a). Cpfl pacnoznaer PAM Buma TTN, npu 3ToM callT
npuseraer kK 5'-xonny Hampasisttomeii PHK, B omnuue ot
SpCas9. [Isyxuenoueunsiii pa3psiB JJHK BHOCHTCS Ha pac-
crostHum mpumepHo 20 m.H. ot PAM, ¢opmupys koportkue
5'-onHouenoueunsie yyactku. Tot dakr, uro paspsiB B JTHK
BO3HHKAeT Ha yJaneHun oT PAM, mo3BoiseT mpoBOIUTH
TEHHYIO MOIN(UKAIIUIO OTHOTO TeHOMHOTO CaliTa HECKOJIBKO
pa3, Tak Kak MyTareHe3 He pa3pyllaeT y4acTOK CBA3BIBAHUS
sgPHK ¢ THK, xak npoucxomut B ciydae ¢ SpCas9.



CRISPR/Cas9, a universal tool
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CneuundunyHoctb Cas9 n HelleneBas akTMBHOCTb
OnHa u3 TopsYNX TeM B obnmactu ucnoib3oBanuss CRISPR/
Cas9 — ee HecrienuduuecKkast akTHBHOCTb B HELIEJICBBIX y4acT-
Kax reHoMma (off-target caiiTer). bpuTo MOKa3aHO, YTO TOMUMO
BBICOKOH CalT-CIIeU(PUIHON aKTUBHOCTH, KOTOpas OIpesie-
JsieTcs Hamu4reM B 1ieneBoM caiite PAM-ydacTka u 20 Hyk-
neoTunoB, koMmmiaemeHTapHbX sgPHK, xommiexc Cas9-
sgPHK moxer BHocuts paspsiB B JIHK npu nanuunu PAM
u "HenonHoi romornoruu ¢ sgPHK BmioTs 1o Tpex—maru He-
cosmnaarormux Hykiteotunos (Congetal., 2013; Fuetal., 2013;
Hsu et al., 2013; Mali et al., 2013; Pattanayak et al., 2013).

B GonbiimneTBe cityuaes off-target akruBHOCcT CRISPR/
Cas9 mpencraBiseT co00i HeXeITaTeNbHBINA TOOOYHBINA (-
(heKT, OT KOTOPOTO MBITAIOTCSI 30aBUTHCS. [[i1st ATOTO OBLITO
MIPEUIOKEHO HECKOTBKO cTpaTeruid. Tak, ObII0 MoKa3aHo, 4To
MIPOCTOE YMEHBIIICHNE KOJINIECTBA aKTUBHBIX MoJeKyn Cas9
B KJIETKE TI03BOJIIET CHU3UTH off-target akTuBHOCTH. O1HAKO
B HITOTE TAK’KE MAaeT U IieJieBasi akTUBHOCTH cucteMbl (Hsu et
al.,2013; Davis etal., 2015; Zetsche et al., 2015b). [Tockompky
MmyTanus B off-target caliTe MPOMCXOANT 3a CUET penapanuu
nByxuenodeqHoro paspsiBa JJHK, oqaa u3 crpareruii mpearo-
JlaraeT MCIOJIb30BaTh MyTaHTHBIC BapuaHThl Cas9, BHOCAIINE
OJIHOLICTIOUCYHBIH pa3psIB (HUK). [Ipy 5TOM penakTupoBanue
I[EJIEBOTO JIOKyCa M BHECEHHE JBYXIICTIOYEYHOTO pa3pbIBa
B IHK ocymectBisitores 3a cuetr npuMmenenus napsl sgPHK
u Hukupyomeil Cas9, co3naronmx aBa OIU3IeKANUX HUKA
Ha 0o0euXx IemsX B IieJieBOM y4acTke reHoma (Mali et al.,
2013; Ran et al., 2013). Tax xak off-target caliTel 0OBIYHO
paszesneHsl B reHoMe OOJIBITMME PACCTOSHUSIMHI, BEPOSTHOCTh
BHECEHHSI ONU3JIeKAIUX HUKOB Ie-TH00, KPOME IEJIEBOTO
caiita, OKa3bIBaeTCs HUYTOXKHOW. OJJMHOYHBIE K€ HUKH peTia-
PHUPYIOTCS KIIETKaMH 110 MEXaHN3MY BBICOKOTOYHOM IKCITH3H-
OHHOI1 pentapannu ocuoBanuii (Dianov et al., 2013). [Toxoxast
cTparerus ymeHbIeHus off-target aktuBHOCcTH CRISPR/Cas9
ObLIa TIpeUIoKEHa TPH UCTIOJIb30BAaHUN KAaTaJIUTHUECKH He-
aktuBHOrO Oeka dCas9, CIIMTOrO ¢ HyKJI€a3HbIM JOMEHOM
Fokl. B »ToM ciydae Taxke 3a C4eT MCIOIBh30BAaHUS JBYX
sgPHK B nieneBom caiite MmpoucXoasT COMMIKEHUE MOJIEKYIT
dCas9-Fokl u BHecenune nByxuenodeqnoro paspbisa B JJHK
B pe3ynbrare numepusanun Fokl-nomenos (Guilinger et al.,
2014; Tsai et al., 2014). OmHako HEOOXOMUMOCTH IH3aiiHA
nByx sgPHK a1 Mmogudukaimu oqHOro JIoKyca yMEHbIIAeT
YHCIIO AOCTYIHBIX ATl PEAKTUPOBAHUS JIOKYCOB M YCIIOXK-
HSIET METOJIUKY B LICJIOM.

Panee B 0030pe 00Cy»X)aanoch, 4TO CTAOMIBHOCTb KOM-
rekca Cas9-sgPHK na remomuoii IHK xoppenmpyer ¢ off-
target akTUBHOCTBIO. VI30bITOYHAS SHEPTHSI B3aUMOACHCTBUS
6enka Cas9 ¢ PAM nieneBoro caiiTa MOXKET CTaOMIIN3UPOBATh
Bech kommutekc Cas9-sgPHK-JIHK mpu cBsi3pIBaHHH €ro
c off-target caiiToM Ja)ce IpU MHOMKECTBE HEMPABHIBLHO
crapeHHbIX ocHOBaHHUH. CyIecTBYeT HECKOJIBKO yKa3aHHUN
Ha BaXKHOCTH CTaOMILHOCTH KOMILIEKca s 3P PEKTUBHOTO
BHeceHus paspeia B JIHK. beuto nokasano, uto paszpe3anue
JTHK depmentom Cas9 nporCcXOaUT HOCIIEC pa3aeICHuUsI Heeh
neneBoro carrta (Anders et al., 2014; Nishimasu et al., 2014).
[Ipuyem Hanuume HENMPaBWILHO CIIAPEHHBIX OCHOBAHUH
mexny sgPHK u nenesim JIHK-calitom B obmactu 1-12
HYKJICOTHIOB OTHOCHTENEHO PAM HHTHOHpYeT HyKIIea3HyIO
akTHBHOCTH Cas9. Ho Hykiiea3Hast akTHBHOCTH BOCCTAHABIIN-
BAaeTCs, €CJIU IIeNieBast IBYX1LIENIOYEYHAas TI0CIeA0BaTEIbHOCTh
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JIHK mpu aToM cama Oyaet copepikarh OIIMOOYHO CIIAPCHHBIC
JHK nyxmeornasr (Semenova et al., 2011; Wiedenheft et
al., 2011; Sternberg et al., 2014). Hanmaue B 1ieseBoM caiite
JIHK BcTaBOK My fenenuil HyKJIeoTHIOB TaKkKe YaCTHYHO
urHopupyetcs npu cBs3pBannu ¢ SgPHK (Lin et al., 2014).
CoBpeMennsble anroputmsl ausaitna sgPHK yunTsiBatoT Bo3-
MOXKHBIE MUCMAaTU¥ U UHEJIBI IPH aHAJIM3€ 1IeJIeBOr0 canTa
JUTA TTOBBITIIEHUS criennuaaocTH paspesanus Cas9 (Doench
etal., 2016).

B HekoTopbix paboTax ObLIO MOKAa3aHO, YTO MOAM(DUKAIIUH
sgPHK Tarxoke mo3BoISIIOT yMEHBIHTS Off-target akTHBHOCTB
cucreMbl CRISPR/Cas9 (puc. 2). Tak, nodaBienue aByx
JIOTIOJTHUTENIBHBIX T'YaHWHOBBIX HYKJICEOTHIOB Ha 5'-KOHILIE
monekynsl sgPHK mpuBomuio x ymensimenuto off-target
AKTUBHOCTH 0€3 yMCHBIICHUS IEJICBONH aKTHBHOCTH JUIS
Ooubineit wactu nporectupoBanubix sgPHK. Drot addexr,
MO-BUANMOMY, IOCTUTAJICS 32 CUET N3MEHEHUSI CTA0MIIBHOCTH
cs3bpiBanns sgPHK mimm ee Bropuunoit ctpykrypst (Cho et
al., 2014). Yropouenue sgPHK Ha Tpu HykIeoTHIA TaKKe
CHIIBHO CHIDKaeT off-target akTHBHOCTD M3-3a YMEHBIICHHUS
sHepruw ces3biBanus komriekca Cas9-sgPHK ¢ JIHK (Fu et
al., 2014; Wyvekens et al., 2015).

J171s1 TOTO 9TOOBI YTyHdIIATG adTOpUTMEI 110 au3aitHy sgPHK,
Obla MpeaNmpHUHITA MOMBITKA CTATHCTUYECKOTO aHalln3a
CBSI3M MEX/1y HYKJICOTUIHON nocaenoBarenbHocThio sgPHK
1 3PEKTUBHOCTHIO pa3pe3aHus IIeJICBOT0 yJacTKa TeHOMA.
Uccnenosarenmn n3 Amepuxu n Snonun (Liu et al., 2016)
oLeHWIM akTHBHOCTH Oosiee uem 200 sgPHK, paBHOMepHO
pacrpeielleHHBIX 110 TeHOMY MBIIIH, C MTOMOIIBI0 HYKJIe-
aszHoro tecta (Surveyor nuclease assay). Okazanock, 4To
cpenu 218 sgPHK mna 89 sgPHK (41 %) BooOiie He oOHa-
PY’KHMBAJOCh JETEKTUPYEeMOH akTUBHOCTH. C MPaKTHIECKON
TOYKH 3PEHUS, 3TO 03HAYACT, YTO HEOOXOMMO TECTHPOBATh
Heckonbko sgPHK mepen mpoBeneHueM 3KCIEpUMEHTOB
¢ CRISPR/Cas9. B nomonHeHne kK 3TOMy HaOIIOIECHHIO aBTO-
PBI 3aMETIIIN Psijl 3aKOHOMEpHOCTEH. Bo-TiepBhIX, Ha aKTHB-
HocTh SgPHK BiusitoT HyK€oTH 1B B TO3UIMSIX 2, 3, 6, 1 20,
ecim cuntath oT S5'-koHna sgPHK. JIBaamaTerii HykIeoTH I
sgPHK, mpenpapstomuit PAM-nocnenoBarenbHOCTb, BaXkeH
Juis anianuu pacieranus JJHK u cradbunmszanuu dCas9-
sgPHK-/IHK xommekca BmMecte ¢ PAM. sgPHK, nmeromme
Ha TOH ITO3WINY aJIeHHH, KaK ITPaBHJIO, TOKa3bIBAIOT CHIKEH-
HYIO aKTHBHOCTB. IHTEpECHO, YTO HEKOTOPbIE HYKJICOTHIbI
B MO3UIISIX 2 (TUMHH), 3 (TyaHuH), u 6 (aIeHUH), TOXKE OT-
punarenbHo BausuM Ha akTuBHOCTH sgPHK. Tpanuunonno
cuutaercd, uTo 5'-koHen sgPHK (nuctanensiit or PAM) He
urpaeT OOJbIION POIM B PacIiO3HABAHUH 1IEJIEBOTO YIACTKA
B TeHOME. ABTOPBI )K€ IIPE/IIONararoT, 4YTo ociabICHHbIE B3a-
UMOJICHCTBHSI HYKJIeoTH10B 2 1 4—6 ¢ Recl-nomenom Gernka
SpCas9 cumxkaioT 3pPeKTHBHOCTD CBA3BIBAHMS KOMILIEKCA
¢ JIHK (Liu et al., 2016). Taxxe ¢ 3¢peKTUBHOCTBIO pa3-
pesanus JJHK monokuTenbHO KoppeaupoBaiu cOanaHCupo-
BaHHBINH GC-cocras sgPHK (40-60 %), cmoco6HOCTh SgPHK
00pa30BBIBaTh BTOPUIHYIO CTPYKTYPY M aKTUBHBIA XpPOMaTHH
B 00s1acTy paspsiBa (poMoTopHbIe paiionsl) (Liu et al., 2016).
OTHMN HAOMIOEHUAMHI MOXKHO TI0JTb30BATHCS IIPU CO3JaHUHT
sgPHK miist skcniepuMeHTanbHOM padoTh (pHc. 2). AKTyab-
HBIE TIPOrpaMMBbl Juisi Au3aiiHa skcriepumentoB ¢ CRISPR/
Cas9 n mon6opa sgPHK nepeuriciieHs! B CBOTHOM MeTao030pe
D.B. Graham u D.E. Root (2015).
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Cuctema CRISPR/Cas9 - yHuBepcanbHbI
VNHCTPYMEHT reHOMHO NHXeHepnn

1-3 - ykopouyeHue sgPHK Ha 3 HykneoTnaa
¢ 5’-KoHLa NoBblLWaeT cneunPpuUHOCTb
(Wyvekens et al., 2015)

2 — TUMWH CHUXXaeT aKTMBHOCTb

[lobaBneHvie ByX ryaHMHOB (Liu et al, 2016)

Ha 5'-KOHeL| NoBbILWAET crneLu-
duyHoctb (Cho et al, 2014)

/

3 - ryaHViH CHUXaeT akTUBHOCTb
(Liu et al., 2016)

6 — aieHVH CHIKAeT aKTUBHOCTb
(Liu etal.,, 2016)

BH pomeH
(R63, R66, R70,

R71,R74,R78)

RuvC gomeH

(Q926,V1009, REC1 gomeH

(K510,Y515,

9-20 - KNoYeBON panoH
cBA3bIBaHMA ¢ JHK
(Nishimasu et al., 2014)
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REC1 pomeH
(R165, G166, K403,

T404, N407, K447,Y45

20 — afeHUH CHMXXaeT akTUBHOCTb
(Liu etal,, 2016)

CTpyKTypHasa
yacTtb sgPHK

KomnnemeHTapHas
HuTb OHK

[no6anbHble npasuna, Bavsiowme Ha 3$pHeKTMBHOCTb paspesaHus Cas9:

HekomnnemeHnTapHaa HUTb HK

1. TyanuHbl B sgPHK yacto popmupytot mucmatum ¢ TummnHom B JHK (rG-dT-mucmatun) (Doench et al., 2016).
2. BoipaBHeHHbI GC-cocTas sgPHK (40-60 %) nonoxutenbHo KoppenvpyeT ¢ 3gpdekTrBHOCTbIO (Liu et al., 2016).
3. bonee aByx PAM-yyacTKOB B paiioHe pa3pbiBa cHuKatoT adpdekTnBHocTb (Malina et al., 2015).

Puc. 2. Cxema sgPHK Ha HK.

YKa3saHbl 6enkoBble B3anmopeicTBua Cas9 ¢ sgPHK n PAM-yyactkom [HK, no paHHbiM (Anders et al., 2014; Nishimasu et al., 2014). OTmeueHb! KfloueBble

HykneoTuabl sgPHK, Binstowme Ha addeKTBHOCTL paspesaHms Cas9.

Ocoboe 3Hauenue off-target aktuHocth CRISPR/Cas9
nprobOpeTaeT B paboTax 1Mo KICTOYHOW Teparyy, TTOCKOIbKY
MIPE/IIONIATACTCS, YTO MTOCIIE PEJAKTUPOBAHNS TEHOMA KIICTKH
OyIyT BBOJHUTHCS B OpraHU3M 4esioBeka. MyTaluu, BO3HHK-
mue B pe3yibrare BHeceHMs paspeiBa JJIHK B HeueneBom
JIOKyce, MOTEHIMAIbHO MOTYT MEHSTh aKTHBHOCTH T€HOB U
MIPUBOJIUTB K OITyXOJIEBOMY MEPEPOIKACHHIO KiIeTOK. [Ipobite-
Ma OCJIOKHSETCSI Il ¥ MHIUBHyaIbHBIMA OCOOEHHOCTAMHU
TeHOMa Kask/10TO YesloBeKa. Bep /U1t Toro 4To0b! yMEHBIINTh
BEpOSITHOCTH BO3HUKHOBEHMs off-target s pexroB, HeoOxoa1-
Mo BeIOMpaTh Takne sgPHK, koTopeie nMeroT MUHIMaIbHOE
KOJTMYECTBO MOXOKUX CAWTOB B T€HOME KOHKPETHOTO He-
JIOBeKa. DKCIIEpUMEHTaIbHAsl OlleHKa 3Toro addexra Obuia
mpoBeneHa B padore L. Yang ¢ xomreramu (2014) B skcme-
pHuMeHTe 1o HOKayTy reHa Tafazzin (TAZ) B 5)MOPHOHATIBHBIX
CTBOJIOBBIX KJIeTKax 4yesnoBeka. Beiopannas sgPHK ¢ Bbicokoit
s pexTBHOCTRIO Hampasisuia Cas9 K 1eleBoMy CalTy, Tak
4TO B 54 % KIIETOK OH OKa3blBajcs MyTHpoBaHHbIM. C mo-
MOIIBIO ITIyOOKOTO CEKBEHUPOBAHMS T'€HOMa aBTOPBI I10-
IIBITANTICh KapTUPOBaTh Bee off-target MyTannu, BOSHUKIINE
TocJIe MPOBECHUS TCHOMHOTO peiakTupoBanus (Yang et al.,
2014). ITomumo 1eneBOro caiTa, ObUIM TaKKe MPOBEPEHBI
31 noTeHnmanbHeINA off-target caifT, OTIMYAIOIIHIACS OT Iie-
JIEBOTO TpeMs HyKJIeoTHaMu (Beicokocnienuduyanas sgPHK
Obula mogoOpaHa TakuM 00pa3oM, YTO B FeHOME He ObLIO
MOXOXKUX Ha HEe CaliTOB C OJHUM WJIM JAByMsI MUCMAaT4aMH).
Bb110 mokazaHno, 4To BO Bcex MOTEHIMAIBHBIX off-target caid-
Tax 4acTOTa BOZHMKHOBEHUs MyTallMi Oblla KpailHe HU3KOH
(mpumepno 0,15 %), 32 UCKITIOYEHHEM OJHOTO YJacCTKa, AJIS
KOTOPOTO YPOBEHb BO3HHKHOBEHHSI MyTalui ObUI OLICHEH
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B 18,9 %. JleTanpHbIi aHAIW3 MTOKA3aJl, YTO CTOJIb BHICOKUI
ypoBeHb off-target akTHBHOCTH B JAHHOM caifTe 00bACHICTCA
nHanmareM SNP B renome kiierounoi muann. B pedeperncHom
TeHOME, KOTOPBIi ucosb3oBaics npu Beioope sgPHK, nan-
HBI CAT HEC MICMATYH 10 TPEM HYKJICOTHIAM B TIO3UIIHSIX
11, 15 u 19 orHocutensHo PAM, 0HAaKO T€HOM MCIIOJIb30-
BaHHOM JIMHUH OTJIMYAJICS OT pehepeHCHOro, U B peajbHO-
CTH HE COBITAJAIN TOJBKO HYKJICOTHIBI B MO3UIISIX 15 m 19
(Yang et al., 2014). [TockonbKy u3BecTHO, 4To nepsbie 10—12
HyKJIeOoTH10B mociic PAM umeroT HauOoibliee BIUsHUE Ha
cnermpraaocTs Cas9 (Jinek et al., 2012; Cong et al., 2013),
HEYIUBHUTEIBHO, UTO JaHHBIN off-target caiit Mmoguduipo-
BaJICS C BBLICOKOM 4acTOTOW. [n silico aHanW3 1okasaj, 4To
ecim 1uis oneHkH crienuduanoctu sgPHK He ncnonssyercs
TCHOM KOHKPETHOTO YeJIOBEKa, KIIETKH KOTOPOTO OYyIyT MOA-
BeprarbCsi FEHOMHOMY PEIaKTUPOBAHHIO, TO BEPOSITHOCTh
MIPUCYTCTBHSI BRICOKOAKTUBHBIX Off-target caiitos mst sgPHK
n3-3a SNP cocrasnser ot 1,5 1o 8,5 %, B 3aBUCUMOCTH OT
HCIIONIb3YEeMOr0 alropuT™Ma aHajan3a. BaxHO OTMETUTh, UTO
BHE IIeJIEBOTO U MOTeHIanbHBIX off-target caiitoB CRISPR/
Cas9 He BBI3BIBACT YBEIHMUCHHS YACTOTHI HEOOBIINX HHCEP-
Ui, nenenuil 1 reHoMHbIX nepectpoek (Yang et al., 2014).
Taxwum 06pa3oM, 17151 MEHIMHA3AIIHA BO3MOXKHBIX H3MEHEHNH
TCHOMA TIPY TCHOMHOM PETaKTUPOBAHUU ISl [IEJIeH KIeTOY-
HOU Tepanuu HeOOXOAUMO UCIIOIb30BATH TCHOM KOHKPETHOTO
TaIMeHTa.

Cucrtembl penapauyum 1IHK - ocHoBa TpaHcreHesa
JByxuenoueunsie pa3pbiBel JJHK, BHOcuMBIE caliT-crie-
IU(GUIHBIMU HyKJICa3aMH, PENapupyroTCsl KJIETKOH 3a CUeT



CRISPR/Cas9, a universal tool
for genomic engineering

HErOMOJIOTHYHOI'O COCIMHEHHUsT KOHIOB (non-homologous
end joining, NHEJ) nnu ¢ mOMOIIIBEI0 TOMOIOTUYHOM PEKOM-
omnaruu. NHEJ u, B menbieti crenean, MMEJ (Mukporo-
MOJIOTHYHOE COSAMHEHHIE KOHIIOB, microhomology-mediated
end joining) AEHCTBYIOT HA MPOTSDKEHUH BCETO KJIETOYHOTO
uukia. Mmenno NHEJ Hecer oTBeTCTBEHHOCTH 3a MyTare-
He3 JIHK B caiitax paspe3anus Cas9, Tak Kak JUTHPOBaHHE
JIBYXIICTIOYCUHBIX Pa3pbIBOB TpedyeT 00paboTKM CBOOOIHBIX
koH1oB JIHK 3K30HyKII€a3aMM ¥ 3aTI0JTHEHUS OJJHOLIEIIOYCY-
HBIX YYaCTKOB MOJIMMEPa3oil. IT0 MOXKET MPUBOIUTH K IO-
Tepe WIN BCTABKE HyKJICOTHJIOB (MHIEI-MYTAINN), a TAKXKe
K HYKJIeOTHAHBIM 3ameHaM. Yactora Cas9-00yciI0BICHHOTO
MyTareHe3a OObIYHO COCTABJISIET HECKOJIBKO JECATKOB IPO-
nentoB (Geisinger et al., 2016).

B teuenne G2/M (a3zbl B KJIeTKax aKTHBHA FTOMOJIOTHYHAS
PpEeKOMOMHAIINS, [IPU KOTOPOU JIJIsi BOCCTaHOBJICHHUS] HH(pOpMa-
IIUH UCTIONB3YIOTCS CECTPUHCKNE XpoMaTuabl. [Ipu Hanmuauu
B KJIeTKe TpancreHnoro ¢pparmenra JIHK ¢ mrewamu, romoro-
IT'MYHBIMHU YYaCTKY T€HOMa, MOXKET IIPOUCXOUTh PEKOMOMHA-
IIUSI MEK/Ty TPAHCTEHOM 1 CBOOOZHBIMHU KOHIIAMH T€HOMHOM
JHK, o6pazyrommmiics Hociie pa3pe3aHusi IIEIeBOro yyacTKa
Cas9. Tomonornynas pekoMOMHaNUsT MaKCUMaJIbHO 3 dex-
THBHA, €CJIM ABYXIIETIOUEYHBIN pa3pbIB pacnonaraercs B 10-20
HYKJICOTH/aX OT 3aINIaHMPOBAHHOTO MECTa BHECEHHS U3MECHE-
uuii B renoM (Elliott et al., 1998; Yang et al., 2013b; Findlay
etal., 2014). bananc Mex1y HETOMOJIOTHYHBIM ¥ TOMOJIOT Y-
HBIM BapuanTamu peniaparuu JJHK Bo MHOTOM 1 OonipenensieT
3¢ pekTUBHOCTD BCTpoiiku TpaHcrennoit JJHK ¢ momorikio
CRISPR/Cas9. benky roMOIOTHYHON pEeKOMOWHAIINH TIPH-
CYTCTBYIOT B KJIETKE BO BCE (pa3bl KIIETOUHOTO IIUKJIA, OTHAKO
JIMIIb B S—(l)a3e MMPOUCXOOUT UX aKTHUBAIIUA 3a CUCT yBCIINYC-
HHS SKCIIPECCHHU TE€HOB U ITOCTPAHCIISIIIMOHHBIX MOAN(PUKAINH
0eIKOB. 3HAYNTENHHOM MPOOIEMOH 1JIs TPAHCTeHE3a OCTACTCS
HH3Kasl YaCTOTa TOMOJIOTMYHOM BCTPOMKH, KOTOpAst OTpaxKaeT
(hynnamenTanbHbIe 0cobenHOoCcTH penaparn JJHK B kinetke.
Hanpumep, MITIOpUIIOTEHTHBIC CTBOJIOBBIC KIICTKH YeJIOBEKa
monudunmpyrorcest CRISPR/Cas9 ¢ uacroroii menee 10 % (Liu
et al., 2016), 9T0 CBA3aHO C YyBCTBUTEIHFHOCTHIO 3TOTO THIIA
kJeTok K nospexaeHusM JJHK. AxTuBanusi roMoI0rH4HON
pEeKOMOMHALIMK B HEXapaKTepHbIe (a3bl KIETOUHOIO LUK,
a TaKKe CIIBUT PAaBHOBECHS MEK1y HETOMOJIOTHYHON ¥ TOMO-
JIOTHYHOW PEKOMOMHAIMEH B MOJIB3Y MOCIEHEH TO3BOJIMIIN
Obl yny4muTh 3((HEeKTUBHOCTh HANPABICHHONW BCTPOWKH
TpaHcreHoB mpu ucrnonb3oBannd CRISPR/Cas9.

OnHUM M3 IPOBEPEHHBIX BPEMEHEM METO/I0B TIOJIaBICHNUS
NHEJ sBnsitoTcst MOJIEKYJIbI-MHTHOUTOPBI KITIOUEBBIX OSITKOB
NHEIJ. B 2015 r. BBIIIIT0 HECKOIBKO PabOT, B KOTOPHIX CHCTEMA
CRISPR/Cas9 npumensutack B KOMOMHAIIMN ¢ THTHOWPOBAHH-
em NHEJ. V.T. Chu ¢ komeramu (2015) mokasasiu, 4To HOK/1a-
yH 6enkoB kaHoHHYHOTO NHEJ (KU70, KU8O0 1 nuraszer V)
kopotknmu mmuiedHsiMa PHK (shRNA) noseiman gactory
TOMOJIOTMYHOW peKoMOMHALMK B Ba—TpH pasza. [locie no-
6asnenns k shPHK manoit monexymst Scr7, kotopast 610Kupy-
et IHK-cBs3piBatomuii JoMeH jaurasbl [V, u aieHOBUPYCHBIX
oenkoB, E1B55K n E4orf6, onocpenyromumx npoTeocoMHYO
nerpagannio nurassl 1V, gacrora calT-cnenupuyHON WH-
TETpalfK BBIPOCIIA B CEMb Pa3 10 CPABHEHHIO C MCXOIHOM.
BaxxHo, yto Mosiekyna Scr7 Oblia IMPOTECTUPOBAHA B IKC-
MEPUMEHTAX T10 MPOHyKIeapHoi MUKponHbeknn CRISPR/
Cas9 u Tpancrenos. MccnenoBarenn 3aJ0KyMEHTHPOBAIH
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MOBBINICHUE YACTOThI CANT-CICHU(PUIHON BCTPOIKU pa3-
JIMYHBIX TPAHCTEHOB B JIBa—4YETHIPE pa3a P UCIOJIb30BAaHNT
Scr7, oTMeTHB TakXKe HU3KYI0 TOKCHYHOCTh (Maruyama et al.,
2015). Maruduropsl apyroro kirodeBoro kommnonenta NHEJ,
JAHK-3aBucumoii cyopennHUIBI MpoTenHKIHHA3b (DNA-
PKcs), cTuMyanpoBanm HalpaBJICHHYIO BCTPOHKY TPaHCTEHOB
B 1Ba—ueThIpe pa3a (Robert et al., 2015). B atoii pabore Taxxke
OBLIT TOKA3aH aAINTUBHBIN (KT pa3TNIHBIX HHTHOUTOPOB
Ha 3 dekrrBHOCTS MTogasiaeHust NHEJ.

Mortekyna RS-1 crabunusupyer cBsizbiBanue Oenika RADS1
¢ JJHK. RADS1 — xroueBoii O€I0K TOMOJIOTHIHON PEKOM-
OMHaINM, KOTOPBIH (POPMHUPYET HYKIICO(PHIaMEHTBI Ha OJTHO-
nernoueyHoi JIHK n HeoOxonuM [uisi HHBa3HH JJOHOPHOTO
JHK-nymnexca. O6paboTka Ki1eTok BemecTBoM RS-1 oBEI-
nraet yactoty Cas9-HanpaBleHHON BCTPOMKH B TPU—IIECTh
pa3 (Pinder et al., 2015).

Haxkonern, nBa Bemmectsa (L755507 u Brefeldin A), o6napy-
JKCHHBIC B CKPUHUHTE CPE/IM YSTHIPEX THICSY MAJIBIX MOJICKYII,
[OBBIIIAIN YaCTOTY TOMOJIOTHYHOW BCTPOMKHU TpaHCreHa
B IBa—Tpu paza npu ucnons3oBaanyd CRISPR/Cas9, Ho mexa-
HU3M HMX AEHCTBHUS Ha CHCTEMY PEIapaniy IToKa He BBISICHEH
(Yu et al., 2015).

D. Yang ¢ xomreramu (2016) Hamumm crnoco® MOBBICHTH
YacTOTy caT-crienn(uyeckoro BCTPaWBaHUS TPaHCIeHA
B IJTIOPUIIOTEHTHBIX CTBOJIOBBIX KJIETKaX 4eJOBEKa, CHH-
xpoHM3upoBaB ux B G2/M-da3ax KIETOYHOTO IHKJIA C I0-
Mol Hokofazona i ABT-751. CunxpoHusauust KI€ToK
CTHUMYJIHPOBAJIa TOMOJIOTHUHYIO PEKOMOUHAIINIO B CPEIHEM
B 4eThIpe pa3a. O6paboTka CHHXPOHW3UPOBAHHBIX KIETOK
uHruouropom surassl IV (Scr7) He nmprBesna K JOMOIHUTEIb-
HOMY IOBBIILICHUIO YaCTOTHI TOMOJIOTMYHOW PEKOMOHMHAIINY,
YTO yKa3bIBAET Ha MOJIHOE MHIMONPOBAHNE KAHOHUYHOTO ITyTH
NHEJ B 3Tux ycnoBusx.

CRISPR/Cas9 yckopseT nonyyeHune TpaHCreHHbIX
MXNBOTHDbIX NPV NHDEKU NN B 3UTOTDbI

TpaanuroHHO MOAM(UKALINS TEHOMA IIPOBOIUTCS HA SMOPHO-
HaAJNBHBIX CTBOJIOBBIX (DC) KIIETKax, 3aT€M CIIEAYIOT ITOITy-
YCHHE XUMEPHBIX KUBOTHBIX M MIPOBEICHIE CKPCITHBAHUI.
[TomMuMO TOTO, YTO CaM IPOLIECC IOBOJILHO JUTUTEIbHBIHA U TPY-
nJoeMknit (6—12 mMec. U ToTbINe), 1T HEKOTOPBIX KUBOTHBIX
JI0 cUX MOp He noiydyeHbl TuHUM DC-kiaeTok. C MoMoubo
e cucrembl CRISPR/Cas9 nccnenoBarenn MOTyT MOJIyYUTh
TPAHCTEHHOE KUBOTHOE 32 OJUH IIIar, IPOCTO HHBEIIMPOBAB
tpancreH, MPHK Cas9 u sgPHK B 3urory. Kpome Toro,
nHbekIus Heckonbkux sgPHK mosBomsier pegakrupoBarh
Cpa3y HECKOJBKO yJacTKOB TeHOMa: BHOCHUTS fernerin (Wang
et al., 2013) wmm BerpauBars Gparments! JJHK ¢ momomnipro
romosioruuHoi pekombunanuu (Yang et al., 2013a). A B pa-
6ote A.W. Cheng ¢ xomneramu (2013) Obuta moxasana BO3-
MO>XHOCTb OZJTHOBPEMEHHO aKTHBUPOBATh pabOTy TPEX reHOB
B 3UroTe MbIu ¢ nomotpsio dCas9, climToil ¢ akTHBaTOPHBIM
nomenoMm VP160.

Texnonorus Obuta mcipoboOBaHa HA BCEX MOJCIBHBIX
opraHusMax, Bkirodas apozoduiny (Bassett et al., 2013),
akconotins (Flowers et al., 2013), xpricy (Hu et al., 2013)
W KPYITHBIX JKMBOTHBIX, TakuX Kak Makaku (Niu et al., 2014).
CTOUT OTMETHTH, YTO MOJyYEHHE TPAHCTEHHBIX NPHUMATOB
JI0 3TOTO SABJISJIOCH BecbMa TPYAHOM 3ajmauel. Kuraiickum
y4eHbIM ¢ TomMotibio nHBeKIIH CRISPR/Cas9 B sMOproHBI

AKTyaHbeIe TEXHOJIOrNN reHeTUKN n cenekynmn
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Cuctema CRISPR/Cas9 - yHuBepcanbHbI
VNHCTPYMEHT reHOMHO NHXeHepnn

MaKak-KpaboeJl0B y/laloCh BHECTU MYyTaI[H OJIHOBPEMEHHO
B 1Ba TeHa, Pparl n Ragl (Niu et al., 2014).

Hccnenosarenu, padoTaromiye B 001acTH OMOTEXHOIOTHH,
¢ suTy3ua3zmoM nepensuin CRISPR/Cas9 mnst monubukaryu
TEHOMOB KPYITHBIX CEJIbCKOXO35ICTBEHHBIX JKUBOTHBIX (ITOA1-
pobHsIit 0630p npencrasieH y W. Tan ¢ xomuteramu (2016)).
TpaHcreHes KpyIHBIX *KMBOTHBIX, KaK IIPaBUJIO, OCYILECTBIISA-
eTcst uepe3 KJIIOHNPOBaHUE, KOTOPOE OTIINYAETCST O4€Hb HI3KOH
s ¢pextuBHOCTRIO. [Ipumenerne CRISPR/Cas9 mo3Bosmio
00JIErYUTh TCHHYI0 MOJIU(DHUKALUIO CETbCKOXO3IHCTBCHHBIX
KHUBOTHBIX: KpoiukoB (Yuan et al., 2016), oserr (Crispo et
al., 2015), ko3 (Ni et al., 2014) u cBuneit (Whitworth et al.,
2014). UnTepecHo, 4TO J1BE IPYIIIBI KUTAHCKUX HCCIIE0Ba-
TeJel MPoIEeMOHCTPUPOBAIIN OYCHB BRICOKYTO 9acToTy Cas9-
WHTyIIUPOBAaHHOW BCTPOMKHM TPAHCTCHOB B 3UTOTAaX CBHHEH
(Peng et al., 2015; Wang et al., 2015a). B crarse J. Peng
¢ xoyureramu (2015) 100 % pomuBmmuxcs mopocsr (16 u3
16) HEecM YeI0BEUECKUH TeH albOyMIHA B HY)KHOM JIOKYCE.
OToT cityyail ckopee HCKIoueHHe, 4yeM mpasuio. H. Wang
¢ xommeramu (2015a) Habmronanm 6oree HU3KYO 9acTOTy Ha-
npaBJeHHOM BCTpoiikn Kopotkux JJHK-dpparmenTtos (ssODN)
nipu [TL[P-ananuse 6macronuct ceuneii (13 %), Tem He MeHee
3¢} PEKTUBHOCTH P IPOCTOM BHECEHUH MYTAIwii B TeH Mitf
B 3urorax cocrasuia nouru 100 %.

Hy)KHO 3aMETHUTb, YTO IPpU BCEX NJOCTOMHCTBAX HC-
nmonb3oBanusa cucteMbl CRISPR/Cas9 nns mommdukanum
OJTHOKJIETOYHBIX YMOPHOHOB Y 3TOW TEXHOJOTHUHU €CTh U
CBOH IIOABOAHBIC KaMHMU. OZ[I/IH M3 HUX — MO3aulu3M pas-
BUBAIOIIETOCS )KUBOTHOTO, BO3HUKAIOMINI, KOT/Ia MyTareHe3
anyesnel MPOMCXOIUT HE3aBUCHMO B Pa3HBIX OJlacToMepax 1o
Mmepe paszutusi sMOpuona. Hampumep, eciiu CRISPR/Cas9
HE ycreeT MOAM(UIMPOBATh HU OJHOTO ajuIeNis Ha OJHO-
KJICTOYHOW CTaJuM, a Ha JBYKJIETOYHOW CTaJHH MYTHUDPYET
Y4acTOK FeHOMa TOJIbKO B OJTHOM M3 0JIaCTOMEpOB, TO JIUILb
MOJIOBUHA KJIETOK POJMBILIErOCs ’KMBOTHOTO OYyIyT HECTH
myTauu. Kpome toro, ecnu penapanus no Mexanusmy NHEJ
MPOTEKAET C MyTareHe30M LIEJIEBOT0 JIOKyCca, TO MOIU(HKa-
IIUH, IPOU3OIIE/IINE B PA3HBIX KJIETKAX, MOTYT IIPUBOANTH
K pa3iMyalonIuMcsl MyTalusiM. B pesynbrare )KMBOTHOE
Oy/IeT COCTOSITh U3 CMECH KJIETOK C HECXO)KUMH MYTaIUsIMH
B IIEJIEBOM JIOKycE reHOMa. Mo3anuu3M yxe HaOIroancs
B peallbHbIX dKcriepuMenTax Ha Mmbimnax (Long et al., 2014;
Yen et al., 2014). Onnako HanbOosblee 3HaUSHNE TTpOdIEeMa
MO3aulu3Ma IPHOOPETAET B SKCIEPUMEHTAX HA KPYITHBIX
JKMBOTHBIX. Eciii Mo3anin3M HaOIToaeTcst B OJIOBBIX KIIET-
Kax, TO MPUXOAUTCA UCIOJIb30BaTh JIUTECIbHYIO CTPATECTUIO
MIPOBEAEHUS CKPELINBAHNH, ISl TOTO YTOOBI IOy IUTh TOMO-
3UTOTHBIX HOCHTEJNCH MyTaIlH. JTO, O4EBUIHO, CTAHOBHUTCS
04eHb OOJIBIION MPOOJIEMOI C yYETOM JTUTENLHBIX IUKIIOB
Pa3MHOXKEHHS, XapaKTEPHBIX IS KPYITHBIX )KUBOTHBIX. Tak,
B CAMHCTBEHHON Ha CETOJHSIIHUN JIeHb OIyOINKOBAaHHOM
paboTe 10 peAaKTHPOBAHHIO TEHOMA IPUMATOB POJIMBILIHECS
YKUBOTHBIE ObLTH Mo3ankamu (Niu et al., 2014).

MpumeHeHne CRISPR/Cas9 gna reHHom Tepanun

B macrosmee Bpemst CRISPR/Cas9 siBisteTcst camoii HCTIOMb-
3yeMOU TEXHOJOTHEH JIsl CO3MaHus MoJelel 3a0oneBaHni
YeJI0BEKa Kak 7 Vifro — Ha pa3HbIX THUIIAX CTBOJOBBIX KiIE-
TOK, TaK U in Vivo — Ha TEHETUYECKN MOTU(PUIIMPOBAHHBIX
JKUBOTHBIX.
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Upe3BbIyaitHO BbICOKAsh A3(PEKTHUBHOCTh HAIPaBICHHON
Moaudukanuu reHoB ¢ momonisio sgPHK u Cas9 mo3somnser
OZIHOBPEMEHHO PEIAKTHPOBATh CPa3y HECKOJIBKO KOITHH I'eHa:
oT 6I/IaﬂﬂeﬂbeIX MyTaI_ll/Iﬁ Ha TOMOJIOTMYHBIX XpOMOCOMax
(Wang et al., 2013a; Gonzalez,Yeh, 2014) no myrarenesa
62 xomuii TeHa pol B S3HIOTEHHBIX PETPOBUpPYCAX U3 TEHOMA
ceunbM (Yang et al., 2015). [Tocnennee uccieioBaHue UMeET
60JIBIIIOE MTPAKTHYECKOE 3HAUYCHNE, TOCKOIBKY CYIIECTBYIOT
ortaceHust MHPEKIMHN KJICTOK YeJIOBEKa STUMH PETPOBUPYCaMHU
IIPpU KCEHOTPAHCIJIAHTAllUU OPIraHOB OT CBUHBU.

Jiist Toro 9yTOOBI YIIPOCTUTH MPOLECC MOACTUPOBAHUS 3a-
Oonesannii, B taboparopuu onepa n3ydennst CRISPR/Cas9
®enra JKanra Obun TONTy4YeHbI TpaHcreHHble Cas9-mblly,
BO BCEX KJIETKaX KOTOPBIX 3Kcipeccupyercs Cas9 — mmbo
KOHCTUTYTHBHO, 1100 rociie 00padotkn Cre-pexoMOnHa30it
(Plattet al., 2014). Bropoii BapuaHT N03BOJISIET OTPAaHUYHBATh
akTuBHOCTH Cas9-Hykieas3sl CIeU(pHUIHBIM THIIOM KJIETOK,
TaK KakK MPOBOAATCS ckpeuruBaHust Cas9-MbIIN C JIMHUEH,
skcrpeccupytomieii Cre-pekoMOMHA3y O TKaHECHeIU(H-
YeCKMM IPOMOTOpoM. OcTaeTcs INIIb BBECTH B KJIETKH HITH
3urotsl Cas9-mbimm sgPHK npoTtus rena-mumeHu.

I'enHast Tepanus Uit KOPPEKIUK 3a00JIeBaHNI YeIOBeKa —
e1ne ofHa 001acTh MEULINHBIL, TJI€ TIPUMEHEHUE TEXHOIOTUI
HaIpaBJIeHHOTO PEAAKTHPOBAHMS T€HOMA OTKPBIBACT IIIMPO-
kue nepcnexrussl (Cox et al., 2015; Naldini, 2015). Ha mo-
JIETBHBIX OpraHn3Max Oblla JoKa3aHa IPUHIUINAIBHAS BO3-
MO>KHOCTB KOPPEKIMU My TaIlMH B OJJHOKJICTOYHOM SMOPHOHE.
Paboras ¢ smOpronamu Meimied, Y. Wu ¢ xomuteramu (2013)
MIOKa3aJIn, 4TO JIOMHHAHTHAs MyTanus B reHe Crygc, IpUBO-
JiIIast K KaTapakTe, MOKET OBITh MCIIPABIICHA [Ty TEM BEJICHUS
B 3urory MPHK Cas9 u coorBerctyromeii sgPHK. TIpu stom
aJJIeTh TUKOTO THIA (0e3 MyTalni ) Ha TOMOJIOTHIHOH XPOMO-
COMeE CITYKHT 00pa3IioM JUIsi TOMOJIOTHYHOW PEKOMOMHAIINY.
Mbliu, poAUBLIMECS B PE3YJIBTATE ITUX IKCIIEPUMEHTOB, HE
MMEJH MPU3HAKOB KaTapaKThl, ObUTH (PepPTUIIBLHBI U TIepe/jaBa-
JIY aJuleNb ¢ UCIPABICHHON MyTanueil moroMkaM. B npyroii
pabote (Long et al., 2014) aBtopsl ¢ momomisio CRISPR/
Cas9 pemakTupoBaiu MyTaIMIO B T'eHE TUCTpoduHa (pac-
TIOJIOXKEH Ha X-XPOMOCOME), KOTOpast IPHUBOIHUT K Pa3BUTHIO
MbIlIeyHOH nuctpoduu Jromerna. B atom ciiyyae B 3Uroty
M nomumo MPHK Cas9 u sgPHK 6511 BBe1eH KOPOTKUH
onnouenoueunsii JJHK-pparment (ssODN). [Toxyuenusie
MBbIIITH 6])[.]'11/1 MO3auKaMHu, MMO-BUAUMOMY, M3-3a 3aJACPIKKU
B Tpaucsiun Oenka Cas9 Ha ctagun 3urotsl. Ho HECMOTpS
Ha 3TOT (PakT, HEHOTUI MBIIIEH OBUT HOPMAJIBHBIM, YTO 00b-
SACHACTCA CEJICKTUBHBIM IPEUMYIICCTBOM MBIIICYHBIX KJIICTOK
C UCHPABJIEHHONW MyTallMeH.

OmnucaHHBIE BBIIIE HCCIETOBAHHUS OBUIM MPOBE/ICHBI HC-
KJIFOYUTEIbHO HA KMBOTHOM MOJIEIIH, OJHAKO aBTOPbI OJHON
Hamrymesmieit crateu (Liang et al., 2015) moxa3anu Bo3-
MOXKHOCTb PEAAKTUPOBAHHS TeHOMA B SMOPHOHAX YEJIOBEKA.
B skcniepuMenTe ObLTH UCTIOIB30BAHBI TPHU MPOHYKIICAPHBIE
3UTOTHI, B KOTOPBIX MCCIEI0BATEIN MOAUDUIIMPOBAIN T€H
Oera-rmobuna (Liang et al., 2015). Okazamnocsk, 9To 9actora
TOMOJIOTMYHON PEKOMOMHAIIMH B 1I€JIEBOM JIOKYCe OblIa HU3-
Ka, a ymcio off-target MyTammii OBIJIO CyIIECTBEHHO OOJBIIIE,
4YeM B 9KCIIEPUMEHTaX ¢ AIMOPHOHAMH MBIIICH WIN B KyJb-
Typax KJIETOK uejoBeka. MlHTepecHo, uto pabdora P. Liang
¢ xoyuteramu (2015) 612 OTKIIOHEHA BETYIIUMH Ky PHATAMHU
T10 STHYECKNM COOOPa’KeHHUSIM 1 BbI3BaJIa OypHBIE CITOPHI KaKk
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B Hay4YHOM COOOIIECTBE, TaK M Y OOLIECTBEHHOCTHU B 1IEJIOM
(Cyranoski, 2015; Lanphier et al., 2015). Bce xe ctano
OYEBUIHO, YTO JyMaTh O MPAKTUYECKOM ITPUMEHEHHHU 3TOH
TEXHOJIOTMHU Ha SMOPHOHAX YeJIOBEKa eIlle PaHO: HEOOXOAUMO
PEIuTh MHOTO TEXHIHYECKUX TPo0IIeM, CBI3aHHBIX ¢ 3 dek-
THBHOCTEIO 1 Oe3omacHoCcThi0 CRISPR/Cas9. EctrectBeHHO,
YTO Ha IEPBbII IJIaH JJIsl COBPEMEHHOU I€HHOHU Tepanuu
BBIIITH METOJBI PEJAKTUPOBAHUSI TEHOMA B COMAaTHYECKHUX
KJIeTKax B3pociyoro oprann3ma Ha ocHoBe CRISPR/Cas9.

OpHa U3 mepBhIX paboOT MO KOPPEKLUU MYTAllUU HEIo-
CPE/ICTBEHHO B TKaHIX B3POCIIOTO KMBOTHOTO ObliIa IpOBe-
JIeHa aMEPUKAHCKOM TPpyIITON YUSHbBIX Ha MBIIINHON MOJIeNIN
tupo3unemuu 1-ro Tuna (Yin et al., 2014). Dro 3aboneBanne
CBSI3aHO C MyTaluel B TeHe (pymapuiianeroanerarruaposna-
361 (FAH), KOTOpasi MPUBOAMT K HapyLICHUIO MeTaboiIn3Ma
TUPO3UHA U B UTOr€ K LUPpO3y nedeHu. [lna3mMuaHble Bek-
Tops! ¢ komrioneHTamu cucteMbl CRISPR/Cas9 coBmectHO
¢ IHK-0onuroHykiaeoTuoM UIsi TOMOJIOTHYHON PEeKOMOH-
Haluu ObLIH BBCACHBI B XBOCTOBYIO BCHY MbIIIN NIYTEM
THAPOJMHAMUYIECKONH MHBEKIUN — B 3TOM CIIydae OoJibIas
4yacTh BBEJICHHOTO pacTBopa abcopbupyercs B neyenu. HMe-
MpaBlieHUe MYTAHTHOTO ()EHOTHUIA HPOMCXOAMIIO TOJILKO
B yacth KieTok (0,4 %), HO B 3TOr0o OBLIO JOCTATOYHO, TaK
KaK TaKue KIJIETKH ITPUOOPETaITH CEJICKTUBHOE ITPEHMYIIIECTBO
" BOCCTaHaBJIMBAJIU (l)yHK]_II/I}O IICYCHU.

B npyroit padote (Ding et al., 2014) MumeHsio cTay red
MPONPOTENHOBON KOHBepTassl (Pcsk9), urpatonieil poib
B TOMeOCTa3e xojiecrepuHa. Mi3BecTHO, 4TO MpH HEAaKTHBHOM
(hepMeHTE ypOBEHb XOJIECTEPHHA B KPOBH CHIKAETCS, a, CIle-
JIOBaTEJIbHO, CHIDKACTCSl U PUCK KOPOHAPHBIX 3a00JIeBaHNI
cepaia. C nomomsio CRISPR/Cas9, ynakoBaHHO# B aieHO-
BUPYCHBIE BEKTOPBI, HCCIIEA0BATETN BHOCHIIN My TAIlMH B TCH
Pcsk9 B nedenn mpim. Io ux mopcueraM, MytareHesy moj-
Beprasnoch 10 50 % KJIeToK NeueHH, a ypoBeHb X0JIeCTepUHa
B KPOBH TIpH 3ToM cHikaics Ha 3540 %. ITozanee Oblna
MpoBeIeHa MOXOKasi padoTa, HO B KAYECTBE HYKJI€a3bl ObII
ucnonb30oBaH opronor Cas9, Hykieaza SaCas9, BbiieneHHas
u3 Oakrepun Staphylococcus aureus (Ran et al., 2015). T'en
SaCas9 nouru Ha 1000 11. H. MEHBIIIE ITMPOKO HCIIOIB3yEMON
Hykieassl SpCas9, mosromy oH 0osee 3hHEKTHBHO MAKyeTCs
B a/ICHOBHPYCHBIE YaCTUIIbI. Pe3ysIbTaThl 3TOT0 HCCIeOBAHUS
noaTBepAmN 3PPEKTUBHOCT Teparnnuu Ha ocHoBe SaCas9:
oosee 40 % reHHO-MOIU(BUIMPOBAHHBIX KJIETOK, HU3Kas
Hecrienuduueckasl akTHBHOCTD M XOPOIIasi IEPEHOCUMOCTb
a/ICHOBUPYCHBIX MH(MEKIMH ITOJJONBITHEIMHU KUBOTHBIMH.

Bob1110# IPOpPBIB clienaH B FEHHOU Tepaluy MUOIUCTPO-
¢um dromenna ¢ momomrsio CRISPR/Cas9. Pabotsl cpazy
TpeX HAay4HBIX KOJUIEKTHBOB OBUTH HEJABHO OITYyOJIMKOBAHbI
B OJHOM Homepe xypHaia «Science» (Long et al., 2015;
Nelson et al., 2015; Tabebordbar et al., 2015). 3BecTHO, uTO
IaTOJIOT I, KaK MPABHJIO, BEI3BIBACTCS, My TAIIMSIMHU, C/IBUTa-
IOIIMMH PaMKy CYMTBIBaHUs reHa gucrpoduna (dystrophin),
YTO NMPUBOJUT K OTCYTCTBUIO (PYHKIIMOHAIBHOTO OelKa.
B Takux cirydasx ojjHa U3 MOTEHIHAIBHBIX CTPATET i TCHHON
Teparuy — JeJeLus 9K30Ha C MyTallel ¢ BOCCTaHOBJICHHEM
pPaMK¥ CUNTHIBAaHUS TeHa. OOpa3yIonmiics IPH ATOM OEI0K
OKa3bIBaeTcs OoJiee KOPOTKUM, HO, TEM HE MeHee, (pyHKIHOo-
HaJlbHBIM. M ccrieioBaTesn BBOANIIN a/JICHOACCOLMUPOBAHHbIC
BUpycHl ¢ kommoneHTamu cucteMsl CRISPR/Cas9 BHyTpH-
MBIIICYHO U BHYTPHUBEHHO MBIIIAM C MyTalMeil B TeHE JHC-
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tpoduHa. B 1Byx padorax aBropsl (Long et al., 2015; Nelson
et al., 2015) ncnonp3oBasm Hykieasy SaCas9, a B TpeTheit
(Tabebordbar et al., 2015) — KOHZOH-ONTHMU3UPOBAHHBIN IS
yenoBeka BapuaHT SpCas9. Pe3ynsTaTsl Bcex 3KCHEPUMEH-
TOB OJMHAKOBBI: MHAYKIHUS JENCIIMNA MYTaHTHOTO Y9acTKa
BOCCTAHABJIMBaja SKCIPECCHIO JUCTPOPHHA B MBIIICUHBIX
TKaHSIX, ¥ TIOJIBU)KHOCTH )KUBOTHBIX yBEJIH4YHMBaiIachk. boiee
TOTO, B MIPEACKAa3aHHBIX in silico off-target caifrax MmyTarmii
00OHApYKEeHO HE OBLIO.

Jpyroil Bieyamisitoluii IpUMEP — 3TO TEPAIUs IUITMEHT-
HOTO peTHHHuTa. MccnenoBanne mMpoBOAMIIOCh HA MOAETH
MUTMEHTHOTO peTHHNTa KpbIc (S334ter-3), KoTopast xapakTe-
pu3yeTcsi JOMUHAHTHOM MyTalue B reHe pojorcuHa (Rho),
MPUBOASIIEH K TOSBICHUIO CTON-KOAOHA U YKOPOUCHHIO
Oenka Ha 15 ammunokucior (Bakondi et al., 2015). Tak xax
HYKJICOTH/IHAsI 3aMeHa BbI3bIBAe€T BO3ZHUKHOBeHHE PAM-
caiita (5'-TGG-3" Bmecto 5'-TGC-3"), cTamo BO3MOKXHBIM
npuMeHnTb Cas9-MHIyIMpOBaHHbBIA MyTareHes Juis crienudu-
YECKOTO «BBIKJIIOUEHHUS» MYTAHTHOTO aljies U YaCTUYHOTO
BOCCTAHOBJIEHHS (DYHKIIMN CETYATKU. FIHTEpECHBIM SIBIISIETCSI
TO, YTO ABTOPHI BOCIIOJIB30BAINCH CYyOpPETHHAIBHONW MHBEK-
et mwasmug sgPHK/Cas9 ¢ mocenytorieii anekrpomnopa-
IIMEH B IV1a3aX HOBOPOXKJEHHBIX KPBICAT, KOTOPasi OKA3aJ1ach
3¢ PeKTUBHBIM MeToioM aocTaBku Cas9 in vivo.

Takke B paboTe Ha MHAYLMPOBAHHBIX TUIFOPUIIOTEHTHBIX
ctBonoBeIX kietkax (MIICK) ot denoBeka ¢ HOHCEHC-MY-
tanueit B rene RPGR (nykieoruanas 3amena 3070G > T),
BbI3bIBAIOIIEH X-CBSI3aHHBIN MUTMEHTHBIA PETUHUT, MyTalUs
ObuIa yCIIEIIHO HMCIpABJIEHA C MCIOIb30BAHHEM KOPOTKOH
noHoproi JIHK-monekynst (ssODN) (Bassuk et al., 2016).

OnucaHHblie BbINIE pabOThl — MPUMEPHI IEHHOW Tepa-
MM, KOTOpasi OCHOBaHA Ha BHECEHWM HCIIPABICHUI HEMo-
CPEICTBEHHO B reHoM. OJHAKO HEJaBHO yUCHBIC CMOTIIH
MPOBECTH SMUTCHETHYECKYIO «IOACTPOIKY» IKCIPECCUU
ydacTKa reHoMa 4YejoBeka. KaranuTuueckn HEaKTHBHYIO
dCas9, cmtyto ¢ TpaHCKpUIIIMOHHBIM pernpecopom KRAB,
u sgPHK, ucrnosnbp3oBau 1yt TOro, 4T00bl K3MEHHUTH COCTOSI-
HHE XpOMaTiHA ¥ HHAKTUBUPOBaTh D4Z4-MHUKpOCcaTeTMTHBIN
norop (Himeda et al., 2016). Abeppantnas sxcripeccust PHK
C 3TOTr0 paifOHA MPUBOJUT K Pa3BUTHIO OJHOTO U3 MOATHUIIOB
MBIIeYHOH nuctpodun — Oonesnn Jlannysu—/lexepuna
(facioscapulohumeral muscular dystrophy). CrouT cka3ars,
410 paboTa OblIa IPOBEAEHA Ha KYJIBTYPE MBIIIEYHBIX KIETOK,
OIIHAKO O1arofiapst XOpOIINM PEe3yNbTaTaM MOXKHO OXKHJATh,
YTO OHA OyJIET MOBTOPEHA B TECTAX iN VIVo.

Oco0blit UHTEpEC NPEeACTaBISIET aHTUBUPYCHAsI TepaItist Ha
OCHOBE TIporpaMMHUpyeMbIX Hykieas3. B mpupone CRISPR/
Cas9 pyHKIMOHHMpPYET KaK CHCTEMa 3aIlUThl OAKTepHH
OT BUPYCHOHM MH(]EKIHH, TaK T0YeMy Obl HE NPUMEHUTb
3Ty 3aIIUTY, POUICANIYI0 MIJITHOHBI JIET 3BOJIOLNH, AJIS
60pp0BI ¢ BUpycamu uenoBeka? Bupyc mMmyHonepuunTa
yenoBeka (BUY) B cmity mmpokoi pacnpoCTpaHEHHOCTH
Y TPYAHOCTH TIOJTHOTO M3JICUCHHUS SIBISIETCS] Haubosee mojl-
xosme Mumenpo. CylnecTByIomas aHTUPETPOBUPYCHAs
Teparus He M03BOJISIET N30aBUTHCS OT IIPOBUPYCOB — KO
BHPYCOB, KOTOpBIE BCTPOWIHCH B reHoM kieTkd. H.-K. Liao
¢ xoyuteramu (2015) ucnons3osanu cucremy CRISPR/Cas9,
JUlsl TOro YTOOBbl BHECTH MYTAallMU B IPOBUPYCHYIO MOCIE-
JIOBAaTEJIBHOCTh M CHHU3WUTb, TAKHUM 00pa3oM, HKCIPECCHIO
BUpYCHBIX reHoB. [Iporectuposas psaa sgPHK na pasnble
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Cuctema CRISPR/Cas9 - yHuBepcanbHbI
VNHCTPYMEHT reHOMHO NHXeHepnn

Y4aCTKHU BUPYCHOTO I'€¢HOMA, MCCICA0BATCIIN BBLIACHUIIN,
uyTo Hanbonbmas 3¢phexTuBHOCTH (10 90 % PEe3NCTEHTHBIX
K BUPYCY KJIETOK) HaOmonaercst mpu mytupoBanuu LTR-R
peruoHa BUpyca, peryIipyIoIero TpPaHCKPHITIHIO BUPYCHON
MOCIIEN0BATETBHOCTH.

[TapannenbsHo pa3BUBaeTCs Apyras cTparerusi 60pbObI
¢ BUY — napymenune ¢pynkunu rena CCRS, Konupyomnero
MOBEPXHOCTHBIH PELENTOP HA UMMYHHBIX KJIETKaX 4EJI0BEKa.
W3BecTHO, YTO NMPU MYTAIMU 3TOTO T€HA BUPYC HE CIIOCOOEH
IMPOHUKHYTH B KJICTKY, YTO ACJIACT OpraHU3M HEBOCIIPUUM-
YUBBIM K BUPYCHOU HHPEKINH. DPPEKTHUBHOCTH TEXHOJIOTHI
CRISPR/Cas9 nns nmomyuenust myranuii B rene CCRS Oblna
[I0KAa3aHa Ha [IEPBUYHOMU KyJIBTYpPE T€MOIIO3TUYECKUX CTBOJIO-
BbIX KiteTok (Mandal et al., 2014) u Ha KynBType HHIYITUPO-
BaHHBIX IUTIOPUTIOTEHTHBIX KJIETOK desioBeka (Ye et al., 2014).
MyTaI_II/lI/l B HCLICJIICBBIX camrax IIpyu 3TOM ACTCKTUPOBAJINCH
¢ HU3KOH gactoTol. [TomoGHBIe pabOThI IPOBOIATCS TaKKe
U C IpyTUMHU CHCTEMaMH PEaKTHPOBAHUSI reHOMa (IIMHKOBO-
najblieBble Hykieassl). B ciydae nenernu CCRS ¢ TOMOIIbIO
IIMHKOBOTIAJIBIIEBOM HYKJI€a3bl JayKe MPOBOAMUTCS KIIMHUYE-
CKO€ MCHIBITaHUE, IEPBBIC PE3YIBTATHl KOTOPOTO CBHUECTEIb-
CTBYIOT B NoJIb3y Oe3onacHocTH 3toro mMetona (Tebas et al.,
2014). Bce 3T0 TOBOPHUT 0 OOJIBIIOM ITOTEHITHAJIE TEXHOIOTHIA
peIaKTUPOBaHMs TeHOMA JIUIsl TCHHOW Teparuy, 1o KpaiHei
Mepe B KOHTEKCTE 3a00JICBaHUN KPOBETBOPHOM CUCTEMBI.

leHOMHble cKpuHMHIY Ha 6a3e CRISPR/Cas9
Opnuum u3 npeumytiects CRISPR/Cas9 siisiercst npocrora
KJIOHUPOBaHUS U co3nanus o6mommorex sgPHK mus mac-
MTAaOHBIX TEHETHUECKUX CKPUHUHTOB. | eHOMHBIE CKPUHUHTH
MIOMOT'al0T 0OHAPYKUTh MHO)KECTBO HOBBIX '€HOB, (PyHKIIHO-
HaJIbHO ACCOIIMMPOBAHHBIX C KAKUMHU-TTO0 ONOIOTHUECKUMHU
¢yHKmaMu B kieTke. OOBIYHO HCTIONB3YIOT JBa MOAXO/A:
gain-of-function («BxiroueHue» 3kcnpeccun renos kJIHK-
oubnmorekoii) u loss-of-function («BBIKIIOYEHHE» TEHOB
3a cuer PHK-unrepdepennunn). Ecnn n3menenne ypoBHs
IKCIIPECCHH T'eHa BIMSET Ha MCCIIEyeMblil ONOJIOTnYecKuil
IpoIiece, Takoi reH-KaHAWAAT 3aTeM Oosee JeTaabHO H3-
y4aeTcsi AOTOIHUTEIBHBIMA MOJICKYISIPHO-TEHETHIECKUMHU
criocobamu. [lo mosiBiieHUsT B apceHalie OMOJIOrOB METOJOB
Ha ocHOBe CRISPR/Cas9 reHoMHBIE CKPUHIHTH B OCHOBHOM
npoBoauiuchk ¢ nomombio PHK-unTepdepennnn (RNAI)
(Boutros, Ahringer, 2008). Cuctema CRISPR/Cas9 umeer
psix mpenMymiecTB 1o cpaBHeHnio ¢ RNAI. Bo-niepBrix, mo-
CJIe HeTaTWBHOW WJIM TIO3UTHBHOM CEJIEKINHU IPUCYTCTBHUE
koHKpeTHbIX SgPHK B BBDKMBIINX KJI€TKaXx 0OHApYKHUBAIOT
C MOMOIIBI0 MTyOOKOTO CEKBEHHPOBAHUSA, YTO MO3BOJSET
OJTHO3HAYHO BBISIBUTH TeHbI-MUIICHN. Cas9 MeHee TOKCHYeH
JUIsl KJIETKH, @ €70 aKTUBHOCTb 3aBUCHT TOJILKO OT KOMILIEKCa
6enkoB NHEJ, KoTOpbIe BBI3BIBAIOT MyTareHe3 IeHOB TPH
penaparmu pa3psiBos. Hanporus, nponeccunr PHK B RNAi
3aBHCHT OT MHOTHMX IJI00AJIbHBIX KJIETOUHBIX HPOIIECCOB,
KOTOpBIE TOTOMY HE MOTYT OBITh MUIIICHBIO JIs1 CKDUHUHTA.
K Tomy sxe nmpu cpaBHEHHH CXOIHBIX IO IEJISIM TEHETHUECKUX
ckpuauHroB Ha ocHoBe RNAi u CRISPR/Cas9 nocnenuuii
JIEMOHCTPUPYET OoJiee TOCTOBEPHBIE U BOCIIPOM3BOANMBIE
pesyabrarsl (Shalem et al., 2015).

l'enetnyeckue ckpununru Ha ocHoBe CRISPR/Cas9 ak-
THUBHO NPUMEHAIOTCS B MequuuHe. K HacTosmeMy MOMEHTY
yKe OImyOJIIMKOBaHO OoJee IBYX JIECSTKOB PadOT, B KOTOPBIX
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ucnosib3oBaiu reaoMubiec CRISPR/Cas9 ckpununaru mis
aHAJIM3a Pa3JINYHBIX OMOMIOTMYECKHUX aCMEeKTOB: KaHIepore-
He3a u meractrazupoBanus (Toledo et al., 2015), Bocmanenus
(Schmid-Burgk et al., 2016) win MUTOXOHIpHUAJILHBIX NATO-
normit (Jain et al., 2016). [TogpoOHyro nHpOpPMALIHIO O He-
KOTOPBIX HCCIIEJOBAHMSAX MOKHO HAWTH B MHOTOUHCIICHHBIX
0030pax (Shalem et al., 2015; Xue et al., 2016).

B ob6nacTtu kaHIEeporeHesa MpUMEpPOM MOXKET CIIY)KUTh
skcriepuMenT u3 rpynnsl Penra XKanra (Chen et al., 2015).
JIMHMIO KJIETOK HEMEJIKOKJICTOUHOTO paKa JEeTKUX MBIIIH, He
JTATOIIETO B HOPME METacTa30B, 00paboTai JIEHTUBHPYCOM
¢ Cas9 u oubnmmorekoit nearuBupycoB ¢ sgPHK mGeCKO
(67405 gPHK npotus 20611 6eil0K-KOIUPYIONIUX TEHOB
u 1175 mukpoPHK). ITocrne Hemenm Ky mbTHBHPOBAHUS KIIETOK
in vitro 6onpiras yacts sgPHK Obl1a paBHOMEpHO NpecTaB-
JieHa B KJIETOYHOH MOMyJIsALKH, 3a uckitodennem sgPHK, BbI-
3BIBAIOIINX MYTAIMX B TEHAX )KU3HEHHO BAKHBIX KJICTOYHBIX
MPOLIECCOB, KOTOPBIE OBICTPO TEPSUIMCH U3 omyssinun. [Tocre
MOJIKO’KHOW MMITIAHTAI[MM CMECH KJIETOK B PEHUMHEHTHYIO
MBIIIb 00pa30Banach OMyXoib, IPHUEM HA 3TOM 3Tarie Tepsi-
nock Ooree monoBruHB! HcxonHbIX SgPHK. [Tporecc cemexim
KJetok ¢ paznmmunbiMu sgPHK B nmepBuuHOil omyxosnn ObL1
B OCHOBHOM CIyYaWHBIM, YTO OTPa)KaeT HU3KOE BIIUSHUE
MyTareHesa Ha ClHOCOOHOCTB KJIETOK BBIKHBATh P NMITJIaH-
taruu. [To Mepe pocta ommyXomnu B Hell yBEIMYHBAIOCH YHCIIO
MYTaHTHBIX KJIETOK C TIPEUMYIIECTBOM B BBDKUBAHUH U CKO-
POCTH JIeJICHHs1, C yMEHBIIEHHEM npescTasieHHocTn sgPHK
(4 % ot ucxoansix). Hakonen, npu aHajausze MeTacTa3os,
KJIETKH KOTOPBIX TPOXOASAT «OyTHIIOUHOE TOPIIBIIIKOY» TPH
BBICEJICHUN M3 OITyXOJIH, HaOJII0AaI0Ch COBCEM HEOOIbIIIoe
kosmuectBo SgPHK (0,4 % oT ncxoaHbIX). DTO IOATBEPKIAET
KJIOHAJIbHYIO TEOPHI0 00pa3oBaHMs MeTacTa3oB. Heckombko
renoB (Nf2, Pten, Cdkn2a, Fga), sgPHK mpoTtuB koTopbix
ObUIM Hallle TpeJCTaBICHbl B METacTa3ax, acCOLMHPOBAHEI
C KaHIIEPOTeHEe30M U nposHdepanneii omyxomnei.

B npyroii pabote rpynmna aMmeprkaHckux yueHsix (Parnas et
al., 2015) npumenuIa 00CyK1aeMbIil MOJXO0 B ICHAPUTHBIX
KJIETKaX M3 KOCTHOTO MO3ra MbHM. [IpumeuarensHo, 9TO
MCTOYHUKOM TIEPBHYHOM KYJIBTYPBI ICHAPUTHBIX KJIETOK TO-
ciayxuiia co3nanHas panee Cas9-akcnpeccupyroiasi Mblllb
(Platt et al., 2014). ABTOpHI 3apa3zniy KIETKH OMOINOTEKOH
neHtuBupycoB u3 125,793 sgPHK —3To mpumepHo miects He-
3aBucuMbix sgPHK Ha kaxpiii res. J{ist mpoBeeHus oroopa
MYTaHTHBIX ()eHOTUIIOB ICHAPUTHEIEC KIETKH 00padaThIBaN
JUIONOINCAXapu/iaMi, IMUTHPYIOIUME OaKTepHaIbHYIO
nHpekuno. CTUMYIMPOBaHHBIE KIETKH Pa3/iesuIuCh Ha
KJIETOYHOM COPTEpPE M0 YPOBHIO MHIYKIIMH 3KCIPECCUUHU
muroknHa TNF-anbda (Tumor Necrosis Factor alpha), ko-
TOPBIM OTBEYAET 3a PAHHUU OTBET HA JIMIONOJIUCAXAPUBL.
bbb 00HApyKEeHBI IECATKH I'€HOB, B TOM YHCJIE U HOBBIX,
KaK HEraTMBHO, TaK U TIO3UTUBHO peryinpytomux TNF-anbgha
aCCOLMUPOBAHHBIN CUTHAJIBHBIA Kackal. BaKHbIM TeXHOIO-
THUYECKHM YITy4IIeHHEM ObUIO TPUMEHEHHE TOTTOTHUTETBHO-
TO 3Tarna BaJMIAIMN Pe3yIbTaToB s 2569 reHoB, oOHapy-
JKEHHBIX B IEPBUYHOM CKPUHUHTE. J{11s1 3TOr0 OOIIBILIOE YUCIIO
KJIETOK ObITO 3apaxkeHo ¢ mokpeiTieM B 10 sgPHK Ha ren u3
MIEPBUYHOTO CIMCKA M TIOBTOPHO POBEPEHO, YTO ITO3BOJINIIO
MOBBICUTH TOUHOCTb AETEKIIUH.

HoBble TepcreKTHBEI 7Sl TEHETUYECKUX CKPHHUHIOB Ha
ocaoBe CRISPR/Cas9 oTkpbIBatoTcst 10 Mepe MoAu(UKaNT
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cucteMsl. K npumepy, Cas9 MoxeT CBsI3bIBaTh U pa3pe3arhb
PHK-tpanckpuntsr (O’Connell et al., 2014), mpegocrasisis
1aT(hopMy JUTsl BBICOKOIIPOIIECCHBHOTO HOK/IayHa dKCIIpec-
cun reHoB. [Ipucoeannenue k mHakTuBUpoBaHHOW Cas9
AKTUBATOPHBIX WJU PENPECCOPHBIX JOMEHOB PAa3JINIHBIX
0€JIKOB TaKXKe MPUMEHSIeTCs ISl CKpHHUHTOB. S. Konermann
C KOJUIEraMH aKTUBHPOBAJIM T'eHBI B KJIETKaX MEJIaHOMBI, 00-
pabOTaHHBIX MPOTHBOOITYXOJIEBBIM areHTOM, HHTHOUTOPOM
nporooHkoreHa BRAF (Bemypadenndom), u oOHapy uIH
T'€HBI, OBEPIKCIIPECCHUS KOTOPBIX ACCOIIMUPOBAHA C yCTOWYH-
BOCTBIO PAKOBBIX KJIETOK K 3TOMY Ipemnapary (Konermann et
al., 2014). MHorHue U3 BBISABICHHBIX TCHOB OBLIH W3BECTHBI
BpadaM paHee — 3TO B OCHOBHOM KOMITOHEHTBI CUTHAJIBbHBIX
myteit (PI3K-AKT, ERK u n1p.), KOMICHCHPYIOIINX HHTH-
o6upoBanne BRAF B pakoBbIx kireTkax. bpito yxe scHO, 4T0
UX OBEPAKCIIPECCHS KOPPEIUPYET C MIOXUM IIPOTHO30M MpHU
JedeHnN BeMypadeHnOoM, OHAKO CKPHHHUHT OOHAPYKILI
Y MHO’KECTBO HOBBIX reHOB-KaHau1aToB. it CRISPR/Cas9-
CKPHHUHIOB OyJIyT IHOJIE3HBI XUMEpHbIE OEJIKH Ha OCHOBE
Cas9, Hecyye KaTaluTHIeCKH aKTUBHBIE JIOMEHBI, KaK B CITy-
4ae ¢ JIOMEHOM aleTHiITpancdepasbl, CiocoOHol MomuduIm-
poarb ructonsl (Hilton et al., 2015); a Taxoke npricoeinHeHne
k sgPHK nnunnHbIX Hekoqupyromux PHK 1 BeisicHeHus ux
¢ynkmii (Shechner et al., 2015). Baxnoii 3agaueit Oynet
coznanue oubnuorek sgPHK u auist Hekonmpyronuyx paiioHoB
TEHOMA.

CHIDKEHNE CTOMMOCTH BBICOKOTIPON3BOANTEIBHBIX METO-
noB cekBeHupoBaHua (NGS) 1 oTKpbITOE pacpoCcTpaHeHHE
sgPHK-6m01moTeK 7151 TEHOMOB Pa3IMYHBIX OPTraHU3MOB
JIOJDKHBI B CKOPOM BPEMEHH CJIeNIaTh TeHOMHbBIC CKPHHUHTH
Ha ocHoBe CRISPR/Cas9 mocTynHbIME BO MHOTHX j1abopa-
TOPHSAX MHpA.

MpumeHeHne CRISPR/Cas9 pna BHeceHuA
MacCLUTAOHbIX FeHOMHbIX MyTaLWIﬁ

(meneunn, nueepcun)

Hcnonb3oBanue yHUBEpCAIbHOTO U 3((heKTHBHOrO MeToaa
TEHOMHOT'0 PelaKTHPOBaHMA KpaliHe He0OX0IMMO U JUIS IOJTY-
YEeHUSI XPOMOCOMHBIX ITEPECTpOeK OoubIoro maciraba. O6-
pa3oBaHue HH/IENI-MYyTalHi (YJaJleHne —BCTaBKa HECKOIBKIX
HYKJICOTHJIOB Ha MECTE PEIapalliOHHBIX COOBITHI) He BCera
SIBJISICTCS JIOCTATOYHBIM yCIIOBHEM JUTS OITHON HHAKTHBAIIUI
reHeTHYecKoro anemMeHTa. Harpumep, B citydae ¢ kiiactepamu
T€HOB CYIIECTBYIOT MHOKECTBEHHBIE BAPHAHTHI TPAHCKPHII-
TOB WJIH XK€ AJITEPHATHBHBIC CTAPT-KOIOHBI, PACTIOJIOKECHHBIC
B TOM K€ T'€He, CIIOCOOHBIC MU BBINAJACHUH MM BCTABKE
HECKOJIBKUX HYKJICOTHIOB MCIPABUTH BOZHHUKIIYIO IOJIOM-
Ky; JUISl HETpaHCIUPYeMbIX Hekoanpyrommx monekya PHK
WIN PEryJIsSTOPHBIX TOCIJIEN0BATEIbHOCTEH BOZHUKHOBEHUE
HEOOJBIIMX MYyTalUi He SBIISETCS CePhE3HBIM MPEISTCTBHU-
eM UTS peanu3aliy X KieTouHor ¢yHkuuu (Zhang et al.,
2015). Takum 06pa3om, ist QYHKIIMOHATBHBIX HCCIICIOBAHHI
PETYJIATOPHBIX U CTPYKTYPHBIX 3JIEMEHTOB T€HOMA, T€HHBIX
KiacTepoB, MHHBIX Hekoaupytonwx PHK (IncRNA), Tan-
JIEMHO JIyTJTMIUPOBAHHBIX FEHOB HEOOXOMMBI TEXHOJIOTHH,
CIIOCOOHBIE MHIYLIUPOBATh HAIPaBICHHBIE XPOMOCOMHEIE
MIepeCcTPONKH B IUANTA30HE OT COTCH 70 HECKOIBKNX COTEH ThI-
Cs14 1. H. MeTO/Ibl M CHCTEMBI KJIOHUPOBAHUS, HCIIOJIb3yEMbIe
npexue, Hanpumep, BAC (6akTtepuanbHbIe UCKYCCTBEHHBIC
xpomocombl) 1 YAC (IposoKeBbIe HCKYCCTBEHHBIE XPOMOCO-
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MI)I), JOBOJIBHO TPYAOEMKHU B UCITOJIHEHUHN U, KPOME TOT'O, HE
MTO3BOJIIOT OCTHYB JKemaeMoit 3dekTuBHOCTH.

CRISPR/Cas9 BuI3bIBAET ACICIUIO, CCIIM BHOCHUT ABa
OJIHOBPEMEHHBIX Pa3pbiBa B OJJHOM XPOMOCOMHOM JIOKYCE,
MIPU 3TOM KPYTIHBIE XPOMOCOMHBIE MHBEPCUH U JYTUTUKALINT
npu ucnosnb3oBaHnu Cas9 momyvarorcs CIOHTaHHO, C He-
Ooubiol yactoroi. OHUMU U3 TIEPBBIX PAdOT C MpPUMEHE-
aueM CRISPR/Cas-cructemsl, B KOTOPBIX YAAIOCh MOTYIHUTh
JIeTICIUH U MHBEPCHUH KPYITHOTO MacIuTada, a TAaKk)Ke CPABHUTh
s dexTuBHOCTh Hcmonb3oBanus CRISPR/Cas9 u TALEN-
cucTeM, cTaiu paboTel Ha reHoMe Danio rerio (Gupta et al.,
2013; Gonzales etal., 2014; Ota et al., 2014). Bputn oTy4eHbI
neneunu rena MUKpoPHK dre-mir-126a pa3mepom 563 1. H.,
a TakKe KJlacTepa M3 IIeCTH TeHOB — OT dre-mir-17a-2 1o
dre-mir-92a-2 — Bemuumnnoit 1423 n.u. (Xiao et al., 2013).
B npyroii pabore Obuta peann3oBaHa BO3MOXKHOCTH TOJY-
YEHHsI MHOJKECTBEHHBIX T€HOMHBIX MOAM(UKALUI MyTeM
nponykneapHoi nabennu MPHK Heckobkux HanmpasIIsrommx
B o Jiokyc PHK-monekyi (sgPHK) u 6eskxa Cas9 B smOpu-
onbl Danio rerio Ha 1-2-xnerounoii craauu (Ota et al., 2014).
B pesynbrare 6bputH MosTydeHs! genennu 10 7,1 Teic. I H.

3areM I0CIIeJ0BAJI0 MHOXKECTBO PabOT Ha pa3iIMYHBIX
MOJIENBHBIX OpraHm3Max, rae npu momomu CRISPR/Cas9
TEXHOJIOTHH YIaJI0Ch ITOJYYNTh HAITPaBICHHBIC TIEPECTPOHKI
KpymHoro maciiraba. Ha aposoguiie Obuia npoBeacHa Mo-
TUHUKANNS JIOKYCOB 70sy U yellow, B pe3ynbTare 4ero Opum
MOTy4YeHbI enenun pasmepoM 4,6 u 6,1 Teic. . H. (Gratz et
al., 2013). B akcniepumentax ¢ CRISPR/Cas9 na smOproHax
AKCOJIOTIIS OB ITOTyYeH HOKayT MO TeHy Sox2 Iy TeM JIeNerun
renomHoro y4actka (Fei et al., 2014). Kpome Toro, cucrema
CRISPR/Cas9 okazanach mpuMeHHMA U JIJIsI YIaJICHHS y4acT-
KOB T€HOMa aHadPOOHBIX I'PAMM-TIOJIOKUTEIBHBIX OaKTepuil
Clostridium beijerinckii, y KOTOpbIX IIPAKTHYECKH OTCYTCTBY-
€T 'OMOJIOTUYHas1 peKOM6l/IHa]_lI/IH, YTO 3aTPYAHSIIO IMTOJTYYCHHUC
MIepeCTPOEK TPaAUITHOHHBIMI MeTogaMu (Wang et al., 2015b).
CoBceM HeaBHO ObLTa OIMyOJIMKOBaHA CTAThsl, B KOTOPOH Hc-
CJIe/IOBATEIN ONHKCAJIH y/laJieHHe ()parMeHTa reHa THpO3HHAa3bI
(TYR), cBI3aHHOTO C ATLOMHU3MOM, JTHHOH 105 ThIC. T1. H. U3
reHoma kpoiuka (Song et al., 2016). locraka MPHK Cas9
u Hanpasisonmx PHK-monekyn ocymecTsisnack npony-
KJIeapHOW MUKPOMHBEKIINEH B SMOpHOHEI. B skcniepumenTe
HaOJTIo1aJIack J0CTaTOYHO BBICOKAs A (HEeKTHBHOCTD MOTyye-
Hus neneruit: 10 % npu IIP-ckpununre smoproHoB u 18 %
Y POKIECHHBIX KPOJIBYAT.

Hawubonee macmradHbie pabOTHI MO TIOITYYSHHUIO JICNICIAI
u nHBepcuil ¢ ucrnonszoBanueM CRISPR/Cas9-texHonoruu
MIPOBOIMIINCH Ha KJeTKaxX MbIIu u demoBeka (Fujii et al.,
2013; Li et al., 2013; Bauer et al., 2014; Canver et al., 2014,
Choi et al., 2014; Essletzbichler et al., 2014; Fujihara et al.,
2014; Zheng et al., 2014; Zhou et al., 2014; Brandl et al.,
2015; He et al., 2015; Kraft et al., 2015; Zhang et al., 2015).
BaxHoi1 ucciie0BaTesbCKOM 3ajaueil ABISIOTCS ONTUMU3a-
IUS TIpOIIecca, TOCTIKEHHE MaKCUMAITbHOH AP PEKTHBHOCTH
Y CKOPOCTH TIOJTyYESHHUS HAllPaBJICHHBIX TEHOMHBIX MO (H-
Kanuii. Heckobko KpYITHBIX MPOEKTOB OBLIM MOCBSIIEHBI
MOTyYEHNIO MOJICNIBHBIX KUBOTHBIX ISl M3yU€HMs Harore-
He3a reHeTHYECKH 00y CIIOBICHHBIX 3a00JICBAHMMN, CBA3aHHBIX
C XpPOMOCOMHBIMHU abeppaiusiMu. B onHON U3 paboT Ha 3Ty
temy (Kraft et al., 2015) aBrops! IpencTaBMIIN MOAPOOHBIN
MIPOTOKOJT TTOJTyYEHUS! TPAHCTEHHBIX MBIIICH C KPYIMHBIMHU
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(mo 1600 TBIC. . H.) CTPYKTYPHBIMH NEPECTPOUKAMH MO
reHomy ¢ addexruBHOCTBIO 10 42 %, HazBanHbId CRIS Var.
Peanusauus npeyiokeHHOro NpOTOKoJIa OT MOMEHTA U3aiiHa
cnemuduyecknx sgPHK-BeKTOpOB 10 poKIEHUS XUMEPHBIX
JKUBOTHBIX 3aHMMaeT 10 Hell, 4TO B HECKOIBKO pa3 yCKOpseT
MPOLIECC MOTYYEHHs KUBOTHBIX MOJENEH 1O CPaBHEHHUIO C
12 mec., 3arpaunBaeMbIMH paHee. VcciaenoBarensm ynanoch
JACTCKTUPOBATH ACJICIIUN 1 UHBEPCUU JJIA BCEX HICCTH 3aIljia-
HUPOBAHHBIX JIOKYCOB (pa3Mepsl nenenuit 1,2—1672 Teic. 1. H.
COOTBETCTBEHHO), TOT/Ia KaK IIPOIIEHT BOSHUKHOBEHHSI Ty TN~
Kaiui ObUT B cpeHeM B 1,5 pasa ke (Kraft et al., 2015).

Cepne3Hoii ipoOeMoil B TaHHOH OOJaCTH SBISACTCS TO,
YTO BEPOSITHOCTH MOJYUYEHHUs HANPABICHHBIX T'€HOMHBIX
MEePEeCTPOCK HAXOIUTCS B ONPEACICHHOW 3aBUCUMOCTH OT
pazMepa nociueauux. [IpuueM BbIsIBIEHUE HTON 3aBUCUMO-
CTH IIPE/CTABISIET PEIMET aKTHBHBIX HAYYHBIX JIUCKYCCHH
(Xiao et al., 2013; Canver et al., 2014; He et al., 2015; Kraft
etal.,2015; Song et al., 2016). CornmacHO JaHHBIM U3 PaOOTHI
Kraft ¢ xomeramu (2015), B3aMMOCBSI3b MEXKIy pa3MepoM
MOI[I/I(i)I/IKaI_II/II/I M 9aCTOTOM €€ BOSHUKHOBCHUS oz }IeﬁCTBI/ICM
CRISPR/Cas9-cucteMs! B SMOPHOHAITBHBIX CTBOJIOBBIX KIIET-
Kax MBIIIN OTMedyeHa He Obl1a. Ho B ccenoBanum, KoTopoe
IMMPOBOJANIIOCH HA JIMHUM KJIIETOK MBIIITHHOM BpHTpOHeﬁKCMHI/I
(MEL), aBTOpHI BEIIBHIN 00OpaTHYIO 3aBUCHMOCTH YaCTOTHI
BO3HHUKHOBEHHMSI IIEPECTPONKH OT €€ pazmepa 1 NPeUIoKHITH
(dopmyity GyHKIHMH HEJIMHEHHOW perpeccuu Kak HamoOolee
MOJIXOAIIYIO NIl OMMCAHMsI HaOII0aeMO KOPPEIsIuu
(Canver et al., 2014). [ToMrMMO 3aKOHOMEPHOCTH TTOYYEHUS
JICIICIINH, B TAHHOMW paboTe ObLIa MOKa3aHa BO3MOXKHOCTh y/a-
nernns pparmentos JJHK pasmepom ot 1,3 1o 1026 ThIC. T1. H.
JUIS JIOKYCOB, PacIlOJIOKeHHBIX B 9K30HAX, HHTPOHAX I'€HOB,
a TaKke B MEKIeHHBIX ydyacTkax. Cpenusist 3 (eKTHBHOCTD
nporecca obpazoBaHus aenenuil cocraBuna 14,2 %, mnpu
9ToM (hparMeHThl 10 23 THIC. IT. H. YAASUINCH 3HAYUTEIILHO
Jydlle, TOrAa Kak MocieoBaTeaIbHOCTH cBbiie 70 ThIC. —
¢ a¢dextuBHOCTBIO MeHbIIE | %. YacTtora oOpazoBaHUs
uHBepcuil cocrasuna 5,8 %, HHBEPCUH KPYIHBIX Pa3MEpOB
MPOUCXOJIUITN CO CHIKEHHOH 2 ekTHBHOCTHIO. B 0/1HOI 13
pa6ot Ha muann HEK293T ObutH moTydeHs! CBHICTETHCTBA
0 HE3aBHCHMOCTH MYTAaIMOHHOTO IpolLecca C y4acTHEM
cuctembl CRISPR/Cas9 0T TpaHCKpHUIIIMOHHOTO CTaryca
BEIOpaHHOTO pationa (Zheng et al., 2014). ABTOpEI BHOCHIN
Jeneunu B red nurokuHa CCL2, npenBapUTeIbHO MHOTOKPAT-
HO yCWJIMBas €ro dKkcrpeccuto pobasnennem dakropa TNF-
anb(da, geiicTBytomiero Ha sxcrpeccuto CCL2 gepe3 NF-kB
CUTHAJIBHBIA MyTh. AKTHBHOCTH I'€Ha BBIPOCIA NMPUMEPHO
B 300 pa3, npu 3ToM 3 HEeKTUBHOCTh TEHOMHBIX TIEPECTPOCK
OCTaach CPaBHUTEIHHO HEM3MEHHOM, B CPEAHEM TAIIA30HE
16-28 % (Zheng et al., 2014).

IlonydyeHue KpymnHbIX JOeNelUid UMEET LEHHOCTb W IS
HEKOTOPBIX MEIUIIMHCKUX HCCIEJOBAaHWH, HAILICIICHHBIX Ha
UcrpaBieHne Ae(eKTHBIX I0CIeI0BaTeIbHOCTEH TeHOB TIPH
MOHOTI'CHHBIX 3a6OJ'IeBaHI/I$[X. Beime mbl YK€ ynnoMuHalIn
MO/IXOIBI, IPUMEHSEMbIC AJISI BOCCTAHOBJICHHUS PAMKH CUH-
TBIBAHMS TeHa aucTpodurHa npu Muoguctpoduun [lromenHa
3a CcUeT y[AaJeHUs] MyTaHTHBIX 9K30HOB. M3BecTHO, 4TO Ootee
60 % myTarmii B TeHe AUCTPO(HHA, TPUBOISAIINE K PA3BUTHIO
muoxuctpopun JlfomeHnHa, TpoucxomsiT Mexay 45 u 55-m
9K30HOM. B MHOTOUMCIEHHBIX HCCJIICJOBAHUAX, B TOM YHCJIC
n ¢ ucnons3oBanueM cuctemMbl CRISPR/Cas9, mokaszano,
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YTO JIEJICIHS 3TOT0 paiioHa TUCTpOopHHA, UMEIOIIETo pa3mMep
OKOJIO 725 THIC. II. H., IPUBOIUT K 00Pa30BaHHUIO YKOPOUCH-
HOrO, HO (hyHKUMOHANBHOTO Oenka. [IpenmymiecTBo 3TOM
YHHUBEPCAIBHON CTPAaTETHH B TOM, YTO JIEJEIHsI OOJIBILIOTO
ydacTKa reHa MPUMEHNMa A7l JI€UEeHHs MHOXKECTBA MallueH-
TOB ¢ Muoanctpodueii [romenna u TpeOyeT TeCTHPOBAHUS
1 MCIIOJIb30BaHus JTHIb oHOM rapsl sSgPHK (Ousterout et al.,
2015; Young et al., 2016).

Kak ObuTO OTMEUeHO B Hawasle pasziena, OJHa W3 3ajad,
peLINTh KOTOPYIO CTajl0 BO3MOXKHO Oiiarofapsi MOSIBICHUIO
CRISPR/Cas TexHOIOTHH, — 3TO HUCCIECTOBAHUE (YHKINN
u ponu AnuHHBIX Hekonupyroumx PHK. HakannuBaercs Bce
Oosbiire nH(pOpMaIuu o BoeiaedeHHOCTH Takux PHK-monekys
BO MHOTHE KJIETOUHBIE IPOIECCHI, B YUCIE KOTOPBIX M HX
ydacTHe B peryisiiuu reHHoi tpanckpunuun (Nagano et
al., 2011). TouHOCTH CYLIECTBYIOUIMX T€HHO-UH)KEHEPHBIX
METOJIOB 0Ka3aJ0Ch HEAOCTATOUHO ISl HAIIPABJICHHOTO y/ia-
JICHUS IPOTSDKEHHBIX HYKJICOTHIHBIX MOCIIEA0BATEILHOCTEH
Hekogupyronux PHK, Tak xak mociegHue MOTyT UMETh
MHOKECTBEHHBIE aJIbTEPHATUBHbIC BapraHThl. Kitaccuueckue
CrIocoObI MOJTM(PMKALIMH TEHOMA C TIPUBIICYEHHUEM TOMOJIOT Y-
HOI peKOMOMHAIMH B CITy4ae KPYIHBIX [IEPECTPOSK HEeYA00HbI
n manodddexruBasl. CRISPR/Cas9-cuctema mo3Bomsiet
peIInTh 3Ty MpoOJieMy, 4TO OBIIO IPOJEMOHCTPHPOBAHO
B pabote ¢ IncPHK Rian, y k0TOpoii €CTh MHOTOYHCIICHHBIC
ansrepHaTuBHBIE (opmbl (Han et al., 2014). Unbpenupys
in vitro Tpanckpuouposanusie MPHK Cas9 n sgPHK B ontHo-
KJICTOYHBIC 3M6pl/IOHLI, HCCIICA0BATE/ISIM yAaJI0Ch MMOJIYYUTh
JIENIeINH B Rian-IoKyce pa3MepoM 0 23 ThIC. 1. H. TIPH UC-
OJTb30BaHUM TTapbl Hanpasistommx PHK-Moneky, a Taxoke
MOBBICUTh A(PPEKTUBHOCTH 3TOTrO Iporecca 10 33 % mpu
yuactuu Heckonbkux sgPHK. Ynanenue kogupyromueit nocue-
JIOBaTeJIbHOCTH Rian MpuBeIo K ITOJTHOMY HCUE3HOBEHHUIO €€
9KCIPECCUH C MAaTEPUHCKOTO ajjiens, a TakXkKe K H3MEHEHHUIO
9KCIIPECCHN ONN3IEKAINX TEHOB B PA3INUHBIX TKAHSX.

B 3axitoueHne CTOUT OTMETUTD, YTO ACJICIHH U HHBEPCHU
npu ucnons3oBanun CRISPR/Cas9 nonyuarotcs Ha yauBiie-
HHE JIETKO U C BBICOKOM 4acToTOM. Tak uTo He CTOUT 3a0bIBaTh,
YTO OHH MOTYT ITPOM30MTH U CITy4alHO ITPpH OJHOBPEMEHHOM
JIOCTaBKe B KJIETKH MHOkecTBa SgRNA juist npyrux nesien
(Niu et al., 2014; Frock et al., 2015).

CRISPR/Cas9 Kak ocHOBa co3aHuA
NCKYCCTBEHHDIX FreHHbIX npa|7|BepOB

Beicokas adpdexruBroCcTs cctemMbl CRISPR/Cas9 otkpbina
HOBBIC BOBMOXHOCTHU JIJI1 KOHTPOJIA YMCIICHHOCTH MOITYJIAINN
HACEKOMBIX-TIEPEHOCUYHKOB 3a001eBaHmii yenmoBeka. J{ist 5Toro
OBUIO TPEUIOKEHO BHEAPSTH B IPUPOAHBIC TOMYIISINN Ha-
CEKOMBIX-IIEPEHOCUUKOB, TAKUX KaK MaJISIpUIHBIE KOMapBbl,
HCKYCCTBEHHBIE TEHETHUECKUE AEMEHTBI, THCEPIIHSI KOTOPBIX
MIPUBOJIUT K HOKAYTY ONPE/ICIICHHBIX TeHOB. Takue 3IeMeHThI
(reHHbIC IpaiiBepbl) CIOCOOHBI KOHBEPTHPOBATH COITYTCTBY-
IO HOPMaJBHBIM ajlIelb U KOMUPOBAaTh Ce0sl, IIOATOMY
OHM OBICTPO pacmpocTpaHsoTCs B momyisinuu (puc. 3),
JaXKe €CJIM UX HAJIMIKUE B ITCHOME ITPUBOAUT K YMCHBIICHUIO
npucnocodmenHoct ocodu (Unckless et al., 2015). Mnes uc-
TIOJTE30BAHUS HCKYCCTBEHHOTO aBTOHOMHOTO T€HETHYECKOTO
9JIEMEHTa Ha OCHOBE MPOTpaMMHUPYEMOI HyKJieasbl Oblia
BbIckaszaHa 6onee 10 et Hazan (Burt, 2003), oqHako MOIHO-
[ICHHAsl peain3anus JaHHOTO IOJIX0Ja CTalla BO3MOXKHOM
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Puc. 3. TeHHble gpaiBepbl Ha ocHoBe CRISPR/Cas9.

a - CXeMa HacnefoBaHuA reHHoro apaiieepa (GD); 6- — KoNMPOBaHVe TeHHOTo ApaiiBepa B annenb ANKOro Tuna (wt): 6 — cxema reHHoro
LpaiiBepa; 8 — B KNeTke HapabatbiBatoTcs 6enok Cas9 n sgPHK; 2 - komnnekc Cas9-sgPHK cBA3biBaeTcs ¢ annenem ankoro Tuna; 0 — Cas9
BHOCUT [1BYXLIENOYEYHbI Pa3pbIB B ansenb AVKOro TUMa; e — ABYXLENOYEUHbI Pa3pblB PpenapupyeTcs CUCTEMO FOMOIOTMUHO pena-
paLum No MaTpuLie XPOMOCOMbI, COAepXalLLieli reHHbI ApanBep; X — B pe3ynbTaTe penapaLmm NoABAAETCA KNeTka, roMO3UroTHasA no

reHHOMY [ipaiBepy.

TOJBKO TIOCTIE CO3JaHUS MPOCTON 1 3((HEKTHBHON CHCTEMBI
penakrupoBanus reroma CRISPR/Cas9. [IpoBepka npruHnmma
NpeUIoKEHHOM e Obliia npoBeieHa Ha npo3oduite (Gantz,
Bier, 2015). C moMompio TpaguIIMOHHOTO CITOco0a MOy-
YEeHUS TPAHCTEHHBIX MyX — MHUKPOUHBEKIINN T€HETHYECKOH
KOHCTPYKIMU B OIJIOIOTBOPEHHOE SIHII0 — OBUIH MOJYYEHBI
MYXH, y KOTOPBIX B TEHOMHBIH JIOKYC yellow (v) Oblia BBeZIeHA
TEHETHYECKasi KOHCTPYKIHNS, COCTOSIIAsI U3 TPEX OCHOBHBIX

SIIEMEHTOB. DTO, BO-TIEPBBIX, KOAUPYIomIast yacTh Oenka Cas9
07T KOHTPOJIEM IIPOMOTOPA, 00ECIICUMBAIOIIETO aKTHBHOCTD
T'€Ha U B COMAaTUYCCKHX, U B I'CpPMUHAJIBHBIX KJICTKax; BO-
BTOpHIX, SgPHK, koMruiemMmeHnTapHas BRIOpaHHOMY Y9acTKy
reHa yellow. Hakonen, (priaHKnpoBaan KOHCTPYKIHIO TUICUH
TOMOJIOTHH — IPOTSKEHHBIE MTOCIIE0BATEIEHOCTH, TOMOJIO-
THYHBIE yYacTKaM CIIpaBa M CJIeBa OT BHOCHMOIO pa3pbiBa
B reHe y. IlockonbKy MHTErpanusi KOHCTPYKIMU TPUBOANUT
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K HOKayTy I10 TeHy )y, HacjeJOBaHHE KOHCTPYKIMH MOXKHO
HIPOCIEANTh 10 (EeHOTHNy MyX. [Ipu ckpemmBaHuu MyX,
TOMO3UTOTHBIX IO HAJIMYHUIO TpaHCreHa (y—/y—), ¢ MyXaMu
JUKOro THma (y+/y+) 0XKHUIaeTcsi, 4T0 BCE MOTOMKH OyayT
reTepo3UroTaMu Mo TpaHcreny (y+/y—), ofHaKO B AaHHOM
ciaydae kimaccmdeckue 3akoHbl MeHmens (Mendel, 1865)
HapylalwTcs, Tak 4TO MpakTuyecku Bce (97 %) moToMKu
umenu (peHotun y—/y— u ObUTH TOMO3UTOTAMH 110 TPAHCTEHY.
Oco0eHHOCTh HACIEJOBAHKS ATON KOHCTPYKINH OOBSICHACTCS
TEM, YTO Ha CAMBIX PAaHHUX CTAUIX Pa3BUTHS 32 CUET AaKTHB-
Hoctu Cas9 u sgPHK, yHacnenoBaHHBIX B COCTaBe TpaHC-
TEHHON KOHCTPYKIIMH OT OJHOTO M3 POAWTEINCH, BHOCHTCS
JIBYXIIETIOYEUHBIH Pa3pbIB B JIOKYC )+, YHACIIEIOBaHHBIH OT
BTOpOTO poauTens. Jlanee paspelB penapupyercs Mo Mexa-
HU3MY TOMOJIOTUYHON PEeKOMOMHAIINM, IPUYEM B KaueCcTBE
MaTpHUIbl HCIOJIB3YETCs JIOKYC, HECYIIUH TPAHCT€H, TaK KaKk
OH (pTaHKMPOBAaH MOCIIEA0BATEIbHOCTAMHU, TOMOJIOTHYHbI-
MU paioHy pa3peiBa. [Ipu 3TOM IPOMCXOTUT KOMMPOBAHNE
TPAHCTEHHON KOHCTPYKIUHM B HOpMaJIbHBIN ajens. Cheno-
BaTEIIbHO, KOHCTPYKIMY TAKOTO THIIA HACIEIYIOTCS HE TOJIBKO
BEPTHKAIBHO, OT POANTEIS K IOTOMKaM, HO U TOPU30HTAJIBHO,
B s1JIp€ KJIETKH OT TPAHCTEHHOT'O JIOKYCa B JIOKYC TUKOTO THIIA
(Gantz, Bier, 2015).

[IpumeHeHne 3TOH TEXHOIOTUH OBLIO OIIPOOOBAHO HA IBYX
BHUJIaX KOMapoB Anopheles stephensi (Gantz, Bier, 2015)
u Anopheles gambiae (Hammond et al., 2015). B obenx
paboTax ObLTa MPOIEMOHCTPUPOBAHA BBICOKAS (PPEKTHB-
HOCTb HAcJE0BaHMs TPAHCTCHHOW KOHCTpyKuMU. OJHAKO
JIM3aliH YKCIIEPUMEHTOB HECKOJIbKO ommyancs. V.M. Gantz
¢ koyeramu (2015), TOMHMO 3JI€MEHTOB, 00€CITEYHBAIOIINX
unrerpanuio (Cas9, sgPHK u nieun romosnorun), BBenu
B KOHCTPYKIIHUIO JIBa TE€HA OHOLIETIOUEYHbBIX aHTUTEI IIPOTHB
AHTHUTCHOB BO3OymuTeNs Masipunl Plasmodium falciparum.
Takass KoHCTpyKIHMs, Oyy4yd BBEACHHOHW B HEHTpabHBIH
JIOKyC TeHOMa, He OyIeT CKa3hIBAThCS Ha IIPHCIIOCOOICHHOCTH
KOMapa, HO CJIeJIaeT €r0 HECIIOCOOHBIM K IIepefade Majs-
puiiHOTO TIa3MoaMs. XOTs Takas CTpaTrerusi KakeTcsl MpH-
BJIEKAaTEJIbHOM, TOCKOJIBKY MaJIO BIMAET HA KOMapOB KaK BH],
OHa, BOBMOXKHO, OKa)KETCs He CToIb 3 (hekTuBHOHI B O0prOE
C pPacIpoCTpaHEHUEM MaJISIPHH, IOCKOJIBKY MOJYKET BBI3BAThH
OBICTPYIO IBOJIONMIO AHTUTCHOB IUIA3MOIMS, B PE3y/IbTaTe
KOTOPOI OHM CTAaHYT HEUYBCTBUTEIBHBIMH K HCIHOJb3ye-
mbIM anTHTenaM (Alphey, 2016). A. Hammond ¢ xosuteramu
(2015) Toxke mpenyararT HCHONb30BaTh Cas9-moaxom st
YMEHBIIECHUS YUCICHHOCTH TIOMY/ISIIAN MATSPUHHBIX KOMa-
poB. /115 5TOro TpaHCTEHHYIO KOHCTPYKIIMIO BBOJISIT B TCHBI,
HOKAyT 110 KOTOPBIM B TOMO3MIOTHOM COCTOSIHUU HMPUBOAUT
K CTEPHIIBHOCTH CaMOK. MozienpoBaHue pacpoCTpaHEeHUS
9TOTO 2JIEMEHTA B MOMYJISLUH I0Ka3aJ10, YTO JI0JISl €r0 HOCH-
Tenelt MmoxeT yBenmauThes ¢ 0,05 no 0,9 menee, gyem 3a aBa
roma. IIpu 3ToM 107t pepTHIBHBIX CAMOK CTAHET MEHBINE
20 % u nanee NPOAOIKUT YMEHBIIATHCS BILIOTH J0 TIOJIHOTO
yanatoxeHus nomnysiun (Burt, 2003; Deredec et al., 2008).
Bomnpocsr 6e3omacHOCTH IPUMEHEHHsI TaKUX KpaiHe WHBaA-
3UBHBIX KOHCTPYKIIMH, MOTEHIUAIBHO CIOCOOHBIX YHHY-
TOXUTH OMONOTHYECKHUHA BHUJ, O0€3yCIOBHO, TOJKHBI OBITH
JIeTaIbHO TIPOAHAIM3UPOBAHBI 0 MPUHSITHS PEIICHUsS 00 UX
ucnonb3oBaHuu. [loatomy yxe ceituac paspabaTbiBatoTCs
MOJXOJBI JIIsl KOHTPOJIS PACHpPOCTPAHECHUS B HOIMYISIIUN
TeHEeTHYECKUX ApaiiBepoB Ha ocHoBe Cas9 (Wu et al., 2016).
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[ToapoGHOE 00CYKACHUE TEXHOJIOT MU TEHETUIECKUX IpaiiBe-
POB MOYKHO HalTH B HEZIaBHEM 0030pe rPYIIITbl aMEPUKAHCKHX
yuenbix (Champer et al., 2016).

3aknioyeHune

[Tossnenne cucrempl CRISPR/Cas9 B apcenane reHHoi
WHKCHEPUHU O0Ka3ajo OIPOMHOE BJIHMSHUE Ha OHOJIOTHIO.
C 2013 1., xorna ObUTH OITyOIMKOBAHBI MIEPBBIC CBUICTEIH-
cTBa 0 «rporpamMmupyemocti» Cas9 [y penakTHpOBaHUS
renoma, cucremy CRISPR/Cas9 nauanu wcnonb3oBaTh
B THICSTYaxX Jabopatopuii Mo Bcemy MupY (TI0 TaHHBIM caiTa
Addgene). Penakunn MHOTHX yBa)kaeMbIX KypHAJIOB (Ha-
npumep, «Science» u «Nature»), Ha3bIBalOT 3TO HE MEHeEe
gem Cas9-momemarensctBoM (Cas9 «craze» u «frenzy»).
MpsI npeutaraemM 0030p Hanbosee BaXKHBIX, Ha HAIl B3IVISL,
o0OnacTeii Ouosoruu, B koropsix cucrema CRISPR/Cas9 oxka-
3ayack 0c00eHHO BocTpeboBaHa. Cpeny HUX, KOHEYHO, TeHHAs
Teparmsi, XpOMOCOMHas HH)KEHEPHsI U TeHOMHBIE CKPUHHHTH,
a TaKiKE CO3JaHNE€ TPAHCTCHHBIX )KUBOTHBIX. K COXKaJICHU1O,
B pamMKax 0030pa MBI HE CMOIJIH MOAPOOHO OOCYIUTH HC-
nmons3oBanre CRISPR/Cas9 mis aktmBanmu u penpeccuu
IKCIIPECCHH T€HOB, AIIUTEHETHIECKOI MOAN(DUKALIUK COCTO-
SIHUSI XPOMATHHA U (pIIyOPECHEHTHOTO MEYEHUsI Crierudude-
CKHX y4JacTKOB XpoMocoM. He yrmoMsIHyTHI Takxke co3aHue
TPAaHCICHHBIX )KI/IBOTHI)IX-6I/IOHpOI[y]_IeHTOB 1 MHOTI'0O€ Ipyroce,
BKJIFOYasi ¥ COBCEM OT/IaJICHHBIE TIEPCTIEKTUBBI — BOCKpEIIIe-
HHE BBIMEPIINX BUIOB )KUBOTHBIX (CTPAHCTBYIOIIETO TOITyOst
NN MaMOHTa) — Ha OCHOBE I'€HOMOB COBPEMCHHbBIX BUJOB.
B 6mmxkaiimem OymymieM MOXXHO OKHAATh WACHTHPHUKAIINN
HoBbIX YHUKanbHbIX JJHK 1 PHK-penaxkrupyromux nykieas
cpeau Thicsiy 6enkoB u3 CRISPR/Cas-cuctem.
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Cunbupckoro otaeneHns Poccuiickon akagemmm Hayk», HoBocnbrpck, Poccus

2 (I)enepaanoe rocyfgapcrBeHHoe aBTOHOMHOe o6pa3OBaTeanoe yuypexaeHue Bbicllero O6paSOBaHI/IH <<HOBOCI/I6VIPCKI/IIZ HaLlI/IOHaJ'IbeIIZ

1CCefoBaTeNbCKUI FOCYAAPCTBEHHbIN YHUBEpCUTeT», HoBOCHBMPCK, Poccun

3 (I)enepaanoe rocypapciBeHHoe 6IO}Z|)KGTHOE yypexpeHme Haykun <<V|HCTVITyT SKOHOMWKUM U OpraHn3au NpoOMbILWIEHHOIO NPOM3BOACTBA

Cunbupckoro otaeneHns Poccuiickon akagemmm Hayk», HoBocnbrpck, Poccus

B pamKax faHHO 0630pHON CTaTbl PaCCMOTPEHbI BO3MOXHOCTM
MOJIEKYNIAPHO-TEHETUYECKIMX MOAXOA0B K YNPaBNEHMNIO TeXHONornye-
CKMMW CBONCTBAMM 3€pHa MLUEHULbl, BINAIOWMMM Ha KayecTBO
roToBOW NpoAyKUMn xnebonekapHOro Npou3BoacTaa. B HacTosee
BpemaA Npu pocTe NPON3BOACTBA 3epPHa NPONCXOANT BbIMblBaHME
TPaAMLMOHHOIO aCCOPTUMEHTA, YXYALLAeTCA KauecTBO xyieba Macco-
BbIX COPTOB, B XJIe60MeyeHn I B BUAE YNyyLluMTeneii NpUMeHsTCA
[EeCATKY Pa3/INyHbIX BELECTB 6MONOrMYeCcKoro U XMMU4eckoro npo-
nexoxgeHna. Mexxay TeM reHeTMyecknii MoTeHLMan niweHnL bl No3Bo-
nAeT co3AaBaTh COPTa AN1A NPON3BOACTBA 3€PHA C TEXHONOTMYECKMMN
XapaKTepuCT1Kamu, NPUrOAHbIMU AN NPON3BOACTBA BbICOKOKaYe-
CTBEHHOTO xneba. B nctopum oteyecTBeHHON cenekumnn NMeroTca
MHO>KeCTBEHHbIe NPUMepPbl CO3AaHNA COPTOB AJIA NONyYeHWA 3epHa
1-ro n 2-ro Knacca, a CoBpeMeHHas MoJieKynAapHas reHeTuKka npegnia-
raeT NoAXofbl, KOTOpPble MPU KOMOUHUPOBAHWM C TPAANLNOHHbLIMU
MeToAaMM CenleKLMn AenatoT BO3MOXHbIM YCKOPeHHOe co3faHne
HOBbIX afaNTUPOBAHHbIX K YCIIOBMAM 1 Tpe6oBaHMAM XieboneKkapHoi
OTpacnn COPTOB 3a CYET UCMOJIb30BaHNA €CTeCTBEHHOMO reHeTnye-
CKOro noTeHLUMana nweHnupbl. ABTopamm 0606LLeHbl JaHHbIe MO pas-
HoObpa3uto TpeboBaHWi, NPeAbABNAEMbIX K 3€PHY U MyKe pa3iny-
HOro KOHEYHOrO MULLEBOrO NCNONb30BaHUA. [poaHann3npoBaHbl
CTaTUCTMYEeCKMNe AaHHble Mo o6bemaM 1 CTPYKTYpe KauecTBa 3epHa

B Poccum B nepurog 2011-2014 rr. BoiABneHa cywectseHHasa gedop-
MaLMA CTPYKTYpPbl KayecTBa MPOn3BOAMMOrO 3epHa MNeHNLbl

B M0JIb3y MeHee LieHHbIX KNaccoB. [IpoBefeH KpaTKnin peTpocneKkTuB-
HbIA aHaNM3 NCCcNefoBaHNin B 06N1acTN reHeTUKI MLLEeHNLbl, MOKa3aBs-
LUNX POJIb FeHeTUYeCKrX GakTopoB B pOpMUPOBAHUN TEXHONOTNYE-
CKMX CBONCTB 3€PHa N MyKW. PaccMOTpeHbl pasnnyHble Nogxoabl

[NA YCKOPEHHOW CeneKLmmn COPTOB C 3aAaHHbIMM CBOMCTBaMM

B MepCneKTUBe PasBUTVA NCCNIEAOBaHNI B 06N1aCT MONEKYIAPHON
reHeTnKn pacteHui. NpuBegeHbl NpUMepbl, UNNCTPUPYIOLLME BO3-
MOXHOCTb 1 Liefiecoo6pa3HOCTb UCNonb3oBaHUA meTogos AHK-anar-
HOCTUKM Ha pa3HbIX 3Tamnax npoLecca, B Xofie KOTOPOro peanusyerca
1 CKa3blBaeTCA Ha KayecTBe KOHEeYHOro NPOAYKTa 3a/I0KeHHbIN

B reHOOHAE NPOAOBONIbCTBEHHDBIX KYSIbTYP FreHeTUYECKUA MoTeHLMan.
PaccmoTpeHbl pe3ynbTaTbl MONEKYNAPHO-TEHETUYECKNX NCCNef0Ba-
HWUI NO onpefeneHunio NoKanun3aLum n CTPYKTYpbl reHOB, BOBNEYEH-
HbIX B pOPMMUPOBAHMNE TEXHONOTMYECKNX CBOMCTB 3€PHa MLIEHULIbI:
cofepkaHue 6enKa 1 Cbipoin KNeKOBUHbI, MyKOMOJIbHblE CBONCTBA,
peonornyeckmne CBONCTBAa MyKW 1 TECTa, LiBET MyKU, CBONCTBA Kpax-
mana. CymmmnpoBaHbl laHHble 0 AnarHocTnyecknx IHK-mapkepax,
noaxoaAwmx ana 3¢PpeKTMBHOro otbopa reHoTUNOB B3aMeH TpyAoem-
KOro aHasv3a TEXHOOrMYeCKNX XapakTepmnCTUK Ha MPOMEXKYTOUHbIX
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In this review, the opportunities of molecular genetic
approaches for the management of technological
properties of wheat grain affecting the quality of

the end product of bread industry are considered.
Currently, along with the growth of grain production,
the traditional assortment is crowded out, the quality
of mass bread varieties deteriorates, dozens of
different substances of biological and chemical origin
are used as bread improvers. Meanwhile, the genetic
potential of wheat allows for the creation of varieties
with technological characteristics of grain that are
suitable for the production of high quality bread.

In wheat breeding in Russia, multiple examples of the
creation of varieties for the production of 1st and 2nd
class grain are known, and modern molecular genetics
offers approaches that can assist classical breeding
approaches to accelerate the development of new
varieties adapted to the conditions and requirements
of the baking industry, based on the natural genetic
potential of wheat. This review summarizes the
diversity of requirements for grain and flour for
different end-use food. Statistics on the volume and
structure of the grain quality in Russia in 2011-2014
is analyzed. An essential deformation of quality
structure of the produced wheat grain in favor of the
less valuable classes is observed. A brief retrospective
analysis of research in the field of wheat genetics,
demonstrating genetic bases of technological pro-
perties is performed. Various approaches for rapid
selection of varieties with desired properties are
considered in relation to the development of research
in the field of plant molecular genetics. Examples
illustrating the feasibility of using the methods of DNA



3Tanax cenekuun. Takum o6pasom, B 0606LeHHOM Bue
npeacrasieHa MHGOPMaLIMA O FEHETUYECKOM NoTeHUmane
MSTKOM MLUEeHNLbl ¥ COBPEMEHHbIX TEXHOSTOMMYECKIX MOfA-
XO[AaX, KOTOPbIE COCTABMSAOT OCHOBY [/1A CMEHbI Hanpas-
NeHVsi OT MOBbILEHHOW XMMM3aLun B CTOPOHY Gosee
MATKOrO 1 OPraHNYHOro BIMAHMA Ha KAYeCTBO OCHOBHOIO
CbIpbA 1 NPOAYKLMN BO BCEI MPOJOBOSIbCTBEHHOW
LIeNoyKe «3epHO —MyKa — X/1e6».

KnioueBble coBa: MArkas nileHnLa; NpogoBoSibCTBEHHAs
6e30MacHOCTb; 3ePHO; COAEPKaHVE KNeKOBYIHbI;
MYKOMOJIbHbIE CBOWCTBA; MyKa; GU3nyeckme CBOMCTBA
TecTa; xnebornekapHas NPOMBbILLIEHHOCTb; reHbl; [HK-map-
Kepbl; FEHOMHas CeNlekLVs; MapKep-OprUeHTUPOBaHHasn
cenekuus.

KAK UUTUPOBATbD 3TY CTATbIO:

diagnostics at various stages of the process, during which
the genetic potential of food crops is realized and affects
the quality of the final product. The results of molecular
genetic studies on the localization and isolation of genes
determining technological properties (protein and crude
gluten contents, milling properties, rheological properties,
flour color, starch properties) are reviewed. The data on
diagnostic DNA markers, which are suitable for efficient
selection of genotypes instead of time-consuming analysis
of technological properties during the breeding process,
are summarized. Thus, information about the genetic
potential of bread wheat and the modern technologies,
which together provide a basis for changing from
increased application of chemicals to a more benign and
organic effect on the quality of the products throughout
the “grain - flour - bread” chain, is summarized.

Key words: bread wheat; food security; grain; gluten
content; milling properties; flour; physical properties
of the dough; baking industry; genes; DNA-markers;
genomic selection; marker-assisted selection.
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POM3BONICTBO 3€pHA MIIEHUIBI HCTOPUICCKH SBIISCTCS
OCHOBOH (DYHKIIMOHHPOBAHUS HAIMOHATIHHOTO arpo-
MIPOJIOBOJILCTBEHHOI'O KOMILJIEKCAa U HOCUT CHUCTEMO-

oOpa3yromuid XxapakTep I APYTHX OTpacieil SKOHOMHKH,

B YaCTHOCTH IS XJieOomekapHoii orpaciu. OIHAKO Ha PHIH-

Ke xyieba HAOIOMAIOTCS TCHACHIIUU YXYAIICHHUS KauecTBa

XJIe00TIEKApHON TPOMYKIMK !, IPH TOM 9TO (hOPMHUPOBAHKE

MIPOIOBOJIECTBEHHOM MEMTOYKH: «3ePHO—MYyKa —XJIe0» Tmpe-

oJIaraeT UCIob30BaHUE OTEUECTBEHHOTO MPOJIOBOJILCTBEH-

HOTO CBIPHSI, B JOCTATOYHOM KOJHMYECTBE IPOM3BOTUMOTO

B Poccun. HecMoTpsi Ha OmpeeiecHHY0 BOJATUIBHOCTH

TOJIOBBIX ITOKa3areyiell BaJIOBOrO cOOpa MIICHUIbI (03UMOM

u sapoBoif) B Poccuiickoit denepannu, IMEET MECTO UX BbI-

pakeHHas noctynarenbHas nuHamuka: B 2000 1. 3TOT noka-

3arelib, COIMacHO JaHHbIM Poccrara, ObuT paBeH 34,5 MITH T,

B2010r. —41,5mmaT, B 2014 . — 59,7 MH T (C y4eTOM

nmaHHBIX 1o KpeiMckomy denepansHOMY OKpyTY). [lpn aTOM

Poccus sBasercsa ogHUM U3 BeAyUIUMX 3KCIOPTEPOB MPOIO-

BOJIECTBEHHOTO 3€pHa B MHpe. Ha MpoTshkeHUH MpoIioro

CeJIBCKOXO03SHCTBEeHHOTO Tona (¢ Havama urons 2014 r. mo

koHer vtoHs 2015 1) BeIM4yMHa 3KCIopTa cCocTaBuiIa 22 MIIH T

TIIICHUIIBI, YTO SBISIETCS a0COTIOTHBIM PEKOPIIOM CO BPEMEHU

npucytcTBus Poccnn Ha BHemHuX peiHKax ([IponsBomcTBO

MIIeHUIIBL. . ., 2015).

[Touemy Tpu pocTe MPOM3BOJCTBA 3epHA MIICHUIIBI YXY/I-
IraeTcsl KauecTBo xyeba? B 4eM MpHYUHBI CIIOKUBIICTOCS
IIOJIOKCHHUA U KAKHEC MOFyT 6I)ITI> HaHpaBﬂeHI/lH BbIXOaa U3
CIIO’KUBIIICHCS] CUTYaITUH?

1B 2015 . ®BY KpacHoApcKuii LieHTp cTaHAapTU3aLmm, MeTposiorn U NCnbl-
TaHW NPOBES 3KCNepTU3y CamMblX MOKyMaeMblx COPTOB X/1e6a, No pesynsTatam
KOTOPOW C Aeryctaumm 6bin10 cHATo 40 % obpasLoB. TonbKo B KaTeropum xne-
6a 113 NWEeHUYHOM MyKM MEePBOro COpTa C Aeryctauuy 6bin CHATbI NATb 06pas-
uoB n3 pecatn (http://kachestvo.ru/news/uhudshilos-kachestvo-hleba.html).
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ITouck pemeHUst ITUX 3aAa4 HAXOAUTCS B Pa3IHMUHBIX
IUTOCKOCTSIX: KaK B Hay4HOH cdepe, Tak U B 00JIaCTH Mpak-
UK. Ho He3aBucHMO OT crienin (KK KOHKPETHBIX 001acTel
HCCIIEJOBAHMM, ¢ HAallE TOYKM 3pEHMsI, OHU JOJKHBI pac-
CMaTpHUBaThCSI B KOHTEKCTE MPOJOBOJIBCTBEHHON LEMOYKH
«3epHO—MyKa —XJ1e0», CBI3bIBAsI €€ HAUYAIbHbIC U KOHEUHbIE
craguu (Ycenko, CadpsaoB, 1996; Yeenko, Cepraiokosa,
2005; Cepmiokosa, 2012). KauecTBo xi1eba kak 3aBepiia-
lO]_Ill/Iﬁ 3Tall HCIMOYKHU HOJI2KHO 6I)ITI) TJIaBHBIM KPUTEpUEM
3¢ (HEeKTHBHOCTH paccMaTpUBAaEMOM MPOIOBOIHCTBEHHON
LETIOYKH.

MHuorue JACCATUIICTUS I/ICCHe)IOBaHI/Iﬂ B OGJ’IaCTl/I T'CHCTUKHU
IIIEHNIB! TT0Ka3ali, 9TO B OCHOBE Pa3IM4Mi 10 XJyiedorie-
KapHOMY KaueCTBY JIS)KUT TeHETHYECKOE pa3HooOpasue, 3a-
JIOXKCHHOC B COpTax. W3BecTHBI 1 IMPOAOJIKAKOT BBIABJIATHCA
U U3y4aTbCsl T€HBI, KOTOPBIC BIHSIOT Ha TEXHOIOTHYECKHUE
CBOMCTBA 3epHA 1 (PU3NUECKHE CBOMCTBA TecTa (cM. Mexy-
HApPOJHBIN KaTajaor reHHbIX CUMBOJIOB mineHuIb! (Mclntosh
et al., 2015)). Co3manbl 1 IPOTOIDKAIOT CO3AABATHCS OTEUe-
CTBEHHBIE COPTa, OTIINYAIOIINECS BHICOKUMH MOKA3aTEIIMHU
10 3TUM NpHU3HaKaM (HauOoliee sipKue MPUMEPBl — 03UMBbIE
copta msrkoi mmeHuisl besocras 1 m Muponosckas 808
u sipoble Caparosckas 29 n HoBocubupckas 67). Kpome
TOT0, CErOJIHSI MOJIEKYJISIpHAsI TEHETUKA ITPeyIaraeT NInPOKUIA
Ha0OP MOAXO0B, COITYTCTBYIOLIUX TPATUIIHOHHON CENEKIINT
U TTO3BOJISFOIINX B Pa3bl YCKOPHUTB MIPOLIECC MOy YEHNS HOBBIX
COPTOB C 33JJaHHbIMU cBOMcTBaMu 3a cueT JIHK-nuarnoctuxu
pacTeHui, 0OTOMpaeMBbIX B MPOIIECCE CETEKITHH (CM. 0030pHI
(Moose, Mumm, 2008; Khlestkina, 2014)).

Copra ¢ TEXHOJOTHYECKUMHU XapaKTePUCTHKaMH, He-
00XOIMMBIMH T TIOTy4YeHus 3epHa l-ro m 2-ro Kiacca,
SIBJISTIOTCSI OCHOBOM JUIS IEPEX0/1a OT aKTUBHOTO MPUMEHEHUS



Molecular genetic approaches for control
of wheat grain technological properties

YIIy4LIUTENE B CTOPOHY UCIIONIb30BaHUS IIPUPOAHOIO T€HETH-
YeCKOTO ITOTeHIHaIa MIISHUIIBI JUTS YIPABICHHS Ka4eCTBOM
OCHOBHOTO CBIPbs ¥ TPOYKIMN BO BCEH IIPOIOBOIIBCTBEHHOM
L[ETOYKE «3ePHO—MYyKa—XJIe0» B COOTBETCTBUH C MPUHIIH-
TIaM# TIPOIOBOJIECTBEHHOM 0E30MTaCHOCTH U TPEOOBaHUAMHU
K TIOBBIIICHHIO KQUYeCTBA MUTAHUS HACEICHUS.

BnuaHne nameHeHU KaueCcTBEHHbIX XapaKTePUCTUK
3epHa Ha KayecTBO 1 TeXHOJornyeckne ocobeHHoCTH
npousBoAcTBa xneba

W3BecTHO, 9TO Ka4ecTBO Xje0a 3aBUCHUT OT XJIeOOEeKapHBIX
CBOWCTB MYKH, OTIPEICIIEMbIX KaYeCTBCHHBIMU XapaKTePH-
crukamu 3epHa. [HIupoko uCroab3yeMblil TEPMUH «KaueCTBO
3epHa» 0000IIEHHO XapaKTepu3yeT KOHETHOE TEXHOIOTHYe-
CKO€ Ha3HaueHHUE 3epHa mmeHuIbl. OHO 00yCIIaBIMBaCTCS
CBOWCTBaMHM JHJOCIIEpMA 36PHOBKH, €0 OMOXMMHYECKUM
COCTaBOM U CTPYKTYpPOH. DHIOCIIEPM — 3aracaromunii opran
CEMCHH, 00CCIICUNBAIOIINIA TIPY MPOPACTAHNN ITHTAHUC 3a-
pozbliia, o0pa3yeTcs Ha 3aBepIIaoleM dTale OHTOreHe3a
pactenus mieHUIsl. Kak 1 Bce oCTalbHBIE ATAITBI, TIPOIIece
00pa3oBaHMs YHAOCTICPMA CTPOTO KOHTPOIUPYETCS CO CTO-
POHBI TeHOMa. DTO 3HAYUT, YTO BCE MOCIEAYIONINE CBONCTBA
SHIOCTIEpMa 3ePHOBKH, OTIPEACISIONINE €T0 TEXHOIOTHYECKIEe
XapaKTCPUCTUKH, TAKIKE TCHETUICCKH 00YCIIOBIICHBIL.

KauecTBo 3epHa — 3TO KOMIIJIEKCHBIH MPU3HAK, COCTOSIIIIUH
W3 MHOTHX OTHEITBHBIX MapaMeTPOB, KaXIbIil M3 KOTOPBIX
XapaKTEepPU3yeT TEXHOJIOTUYECKUE CBOWCTBA 3€pHA M €ro
KoHeuyHoe HasHaueHne. OCHOBHBIMU IIpU OLICHKE BbIpALICH-
HOTO 3epHa SBISAIOTCS COACpIKaHWE KIEHKOBHHEI, a TAKKe
ee kagecTBo. Cpenn HUX — MYKOMOJIBHBIC CBOICTBA, TaKHe
kak macca 1000 3epeH, HaTypa 3epHa, TBEPAO3EPHOCTD,
ompenensieMast CTpyKTypoii sHfocnepma 3epHa. Cozmeprkanne
Oenka W KIICHKOBUHBI B 3€pHE OMPEACISACT ero OMOoIorHye-
CKYIO TIOJIHOLIEHHOCTh M THIIEBOE AOCTOMHCTBO, & TAKKe
(hopMupyeT YHUKAIBHYIO IS MIICHUIIB XJIe0OTeKapHYyIO
crocoOHOCTh. KiteiikoBrHA MOXET OBITh C1a00H, CpeIHeH Wt
CUJIBHOW. DTO ee CBOWCTBO, B CBOIO OUEPE/Ib, TECHO CBSI3aHO
C PEONIOTHYECKUMH CBOWCTBAMH TECTA, TOTYIEHHOTO M3 MYKH,
BEIPAOOTAHHOM U3 ONIPECIICHHOTO 3epHa. Bee 3T mpu3Haku
OYCHDb BaKHbBI B CBA3U C BLICOKUM YPOBHEM aBTOMATU3UPOBAH-
HOCTH MYKOMOJIBHBIX TPEANIPHATHH U XJe003aBOAOB U TIe-
KapeH. Hapsiny ¢ BRICOKMMH MYKOMOIBHBIMH CBOWCTBaMH,
XapaKTepU3YIOIUMHUCS OOJIBIINM COIEPIKaHUEM DHAOCTIEpMa
M €ro JIETKOW BBIMAJIBIBAEMOCTBIO, TAK)KE BAXKHO, YTOOBI U3
MYKH MTOJYYalIoCh TECTO, COXPAHSIONIEE MMPH MEXaHIMUECKON
00paboTke xopouiue GU3NIECKHE CBOICTBA U TTO3BOJISIONICE
BBITIEKaTh BBICOKOKadecTBeHHBIH xJ1e0 (ITymmstackmit, 1971).
B Tabmn. 1 mpencraBneHo pazHooOpas3ue TpeOOBAHMIA, IPEIH-
SIBJIIEMBIX K 3€pHY X MyKE pa3IdYHOI0 KOHEYHOIO ITUIIEBOTO
HCTIONB30BaHUS.

Takum 00pazoM, TS Pa3IMIHBIX BHIOB MYYHBIX U3/ICITHIA
TpeOyeTcst 3epHO C Pa3IMYHON TBEPAOCTHIO SHIOCIIEpPMAa, CO-
nepxxkanneM Oenka ot 10 10 14 % U ¢ KOHTPACTHBIM THIIOM
KJICHKOBUHBI. YCIIOBUS BBIPAIIMBAHUS IIICHUIBI, a TaKXKe
YCIIOBUS CO3peBaHus, yOOPKH M XpaHEHUS CYIIECTBEHHO
BIIMSIOT HA BECh KOMIIJICKC IPU3HAKOB KaueCTBa 3epHA, OJJHAKO
TIPH 3TOM UMEHHO TCHOTHIT COPTA IIICHUIIBI IOTCHIINATBEHO
MOYKET 00CCIICUUTh PA3HOOOPA3HE M0 TEXHOJIOTUUCCKHM CBO-
CTBaM 3epHa. DTOT BBIBOJ IPUHIMITHAIIFHO BayKCH B YCIOBHX
TpaHC(POPMAIIUU CTPYKTYPHI KaueCcTBa POCCUICKOTO 3epHA
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B CTOPOHY YBEJIMYEHUsI IOJIM 3epHa ¢ OoJiee HU3KUMH Kaye-
CTBEHHBIMH NOKa3aTesiMi. CTOUT OTMETHTb, YTO TEHICHIIHS
CHIDKEHHS 00beMa IpeiaraeMoil BHICOKOKaueCTBEHHOMN
IILIEHNIBI OTMEYAETCSI U Ha MUPOBOM DPBIHKE, MEXKIyHAPOI-
HBIE TPEeHephl BBIKA3hIBAIOT 0CO0YI0 00ECITOKOCHHOCTD Ka-
YEeCTBEHHBIMH ITOKA3aTEISIMHU MILICHUIIBI B Psi/IC KPYTTHEHIITNX
cTpaH-npousBoguTeneit (MupoBoil peIHOK 3epHa.. ., 2014).

3a opraHU3aIIO MOHUTOPHUHTA HH(OPMAINK O TOBAPHBIX
U MOTPEONTEIBCKUX CBOWCTBAaX POCCHHCKOTO 3epHA OT-
BeyaeT MUHUCTEPCTBO CEJILCKOrO Xo3skcTBa Pocculickon
®enepaunu. i1s 3TOro UCIONIB3YETCS MEXAHNU3M €KETOIHOIO
KOHKYpPCHOTO OTOOpa OpraHM3alliil Ha MPaBO MPOBEACHUS
JaHHBIX pa0oT. [IpeacTaBieHHbIe pe3ybrarhl 00CIeI0BaHUI
CTPYKTYpBI KadecTBa 3epHa, mpoBoanMbIX B 2011-2014 .
(http://government.ru/orders/12150/; http://www.fczerna.ru/
News.aspx; http://www.mex.ru/news/news/show/27614.htm),
CYMMHPOBAHBI B Ta0J. 2 ¥ 3 151 MATKOW 1 TBEP/IOH MIITICHUTIBI
COOTBETCTBEHHO.

B o0cneoBaHHBIX pernoHax 00bEMBbI 3epHa KaK TBEPIOH,
TaK M MITKOH MIICHUIIB COCTAaBWIN B cpeaHeM oxoio 50 %
OT BaJIOBOTO cOOpa 10 COOTBETCTBYIOIIEMY BHIY. AHAIN3
MPUBEJCHHBIX JaHHBIX MOKa3aJ, YTO JIOJIsl 3epHa IMPOJIOo-
BOJIbCTBEHHOM NIIIEHULIBI MATKOM BapbUPOBAJIaCch 3a paccMa-
TpuBaeMblid niepuon ¢ 73,5 % B 2011 . 7o 79,9 % B 2012 1.
(Tabi. 2), a TBepmoit muienuisl — ¢ 82,4 B 2013 . o 87,2 %
B 2012 . (Tabm. 3).

B cTpykType KauecTBa pog0BOIILCTBEHHOTO 3€pHa CTOUT
OTMETUTh TaKue HeOJaronpHsTHbIE TCHACHIIMHU, KaK yBEJH-
YeHHeE J0JIM MEHEee [IEHHBIX COPTOB MuIeHnIsL. B 2013 1. gons
3epHa MILEHULbI TBEPIOH 4-ro Ki1acca coctaBuia 54,4 %, uro
Ha 6,2 MPOICHTHBIX MMyHKTa OoJbIe, yeM B 2011 . Ha 12,9
MIPOIICHTHBIX IyHKTa Oombie, ueM B 2012 . (cM. Tabm. 3).
VnenbHbIN BeC 3epHa MIIEHULIBI MSATKOH 4-ro Kitacca B 2014 1.
coctaBui 47,6 %, 4TO TakXkKe BBIIIE MMOKa3aTeNIel MPEabIIY-
mwmx et (cM. Tabm. 2). COOTBETCTBEHHO YMEHBIIMIIHACH T10-
Ka3aTelu yAelIbHOro Beca 3epHa 3-ro kiacca: B 2013 1. ato
3HaYEHHE JJIsl 3epHa MIIEeHUIIBI TBEPIoi cocTtaBuiio 27,3 %,
a JUIst 3epHa MIeHUIH MATKoH B 2014 1. — 29,8 % (cMm. Tabm. 2
u 3). Camble HU3KHE 3HAYEHUSI B CTPYKTYpE KauecTBa 3epHa
MPUXOJSTCS Ha IeHHBIE copTa 1-10 1 2-ro Kiacca. OcoOeHHO
9TO KacaeTcs MATKOW MINEHHIBI, 3epHO 1-To U 2-To Kiacca
KOTOPOH NMPAaKTHIECKH HE TIPOU3BOIUTCSI, YTO HAITISIHO MPe-
CTaBJIEHO Ha pHc. 1.

Kak mokazanu pe3ynbTaTsl aHanu3a (pUHAHCOBO-IKOHO-
MHUYECKHX JaHHBIX KPYITHBIX U CPEAHUX MpeAnpusiTiid B Cu-
OMPCKOM PErvoHe Ha MPOTSHKEHHH MOCICIHUX JECSTH JIET
(CepmroxoBa, 2004; Yeenko, CeparoxoBa, 2005; Serdyukova,
Usenko, 2013), ontumusanus 3arpar Ha XJIeOONEKapHBIX
NPEANPHUITUSAX B YCIOBHUSIX PE3KOr0 COKpAILICHUs] HA POC-
CHICKOM PBIHKE JIOJIU 3€pHA C BEICOKMMH XJIEOOTIEKaPHBIMH
CBOMCTBaMH ITPONUCXO/IUT, B OCHOBHOM, 32 CUET MPUOOPETEHUS
MYKU HU3KOU LIEHOBOM KaTeropuy ¢ HU3KUMU I10Ka3aTessIMU
kadecTBa. Taxol MOaX01 HEN30€KHO MPUBOANT K YXYILICHHIO
KayecTBa MPOM3BOIUMOM MPOIYKIHH.

Heobxoanmo otmMeTuts, uto B pamkax ogHoro 'OCTa nHa
MYKy MOXXHO IPHOOPECTH ChIPhE 10 Pa3HbIM LIEHAM OT pa3-
JUYHBIX TTOCTABIIMKOB C OTIMYAIOMIMMUCS TOKA3aTeIsIMHU
kadecTBa. Hapsiny ¢ coOmoneHemM «rocToBCKUX» TpeOOBaHMI
psin ToKaszarenei MyKH (¥, 9TO BaXKHO, ITOKa3aTellb yPOBHS
KJIIEHKOBHHBI) MO>KET 3HAYUTEIIFHO BAPEUPOBATHCS, UTO CyIIIe-
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Ta6nuua 1. XapakTepncTuKM KadecTBa 3epHa 19 Pa3fnyHbiX TUMOB N3Aenuin n3 myku, no (Pefa, 2002)

Tun KNenKoBUHbI

CopepxaHue
6enka, %

Tvn TBepAo3epHOCTb

Ta6nuua 2. CTpyKTypa KauecTBa 3epHa MATKON niweHnubl B 2011-2014 rr.

log O6bem ob6cniefoBaHHOrO  BbifiBNEHO MueHuL bl PacnpepeneHue nweHunupl HenpopoBonbcTBeHHas
3epHa B permoHax, NPOJOBONbCTBEHHOM, NpPOJOBONbCTBEHHOM MO Knaccam, % nweHnua 5-ro Knacca,
MIH T (%)* MIH T (%)** " MIH T (%)**

2011 HeT gaHHbIX 24,1 (73,5) 8,6 (26,3)

2012 20,0 (54,5) 15,9 (79,9) 4,0(20,1)

2013 26,6 (52,7) 20,3 (76,5) 6,3 (23,5)

2014 12,5 (42,1) 9,6 (77,5) 2,8(22,5)

* lonsa oT paKTMUeckoro BanosBoro cbopa B 06cnefoBaHHbIX perioHax Poccuiickoin Gepepauyy; ** nons ot o6bema obcnenoBaHus.

Ta6bnuua 3. CTpyKTypa KauecTBa 3epHa TBephol nweHunupbl B 2011-2013 rr.

lfon O6bem obcnegosaHHOro  BbifiBneHO MweHnLbl PacnpeneneHue nweHunLbl HenpoposonbcTBeHHaA
3epHa B permoHax, NpPOoAOBO/IbCTBEHHON, NPOAOBOMLCTBEHHOW MO Knaccam, % nweHuda 5-ro Knacca,
TBIC. T (%)* TBIC. T (%)% 1_,7, .............. 2 _,;, .............. 3 _,7,4_,7, ............ TBIC. T (%)%
20” ........... H eTnaHHb,X ............................ 2 6611(8417) 4/2 ............... 0 ,5 ............... 3 118 48,2 45’8(14,6) ...........................
2012 ........... 119,6(54,9) ............................. 104,2(37,2) .............................. 1,7 ............... |.| eT 44’0 41,5 ............. 15[4(12’9) ...........................
2013 ........... 2 49’2(52’4) ............................. 2 05,4(82’4) 0’2 ............... 0 '55 ............. 2 7’3 ............. 5 4’4 43'7(17’6) ...........................

* [lona oT haKTMUeCKoro BanoBoro céopa B 06cnefoBaHHbIX pernoHax Poccuiickoin ®epepauuy; ** gons ot o6bema ob6cnefoBaHu.

CTBEHHBIM 00pa30M OTpaskaeTcs Ha yXy/IILICHUH IOTPeOnTENb-
CKHX CBOICTB Xs1e0a. Ecin 105151 KIleiKOBUHBI B MyKe HU3Kasl,
TO TaKOH XJ1e0 MMeeT MEHBIITHI 00beM, HI3KYIO DJIACTHIHOCTD
n kpomurcst. [1oBBINICHHBIN YPOBEHb KPOIIMMOCTH Xj1e0a —
Ha CEroJHs OJWH U3 CEPhE3HBIX MapaMeTPOB yXYAIICHUS
MOTPEeOUTETHCKIX CBOMCTB xJeba ([ledexTsr xmeda, 2015).
B ycnoBusix majgaroniero kauecTsa 3epHa JyIsl HUBEIUPO-
BaHMsI CHIIKEHHsI XJIeOOIEeKapHbIX CBOWCTB MYKH Ha XJ1e00-
MEKAPHBIX MPEANPUATHSIX BCE IIUPE UCTIONb3YIOT COBPEMEH-
HBIC MHTPEIUEHTHI, KOPPEKTUPYIOLIHE KaYeCTBO MYKH: 3TO
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KOMIIICKCHBIC ¥ MOJYJIbHBIC XJI€0OIEKapHbIE YIyqIIUTEeITN
HaIpaBIeHHOTO JICUCTBYs; MaprapuHbl U CMECH JUIsl IIPHU-
rOTOBIEHUs Xyeba’.

Cornacno I'OCT P 51785-01, xiebonekapHbIil yayqIn-
TeJTb — 3TO THIIEeBas 100aBKa (MM CMECh IUILEBBIX 100aBOK),
YITydIIaomas CBOMCTBa TeCTa M Ka4eCTBO XJI1e000yI0YHBIX

2 B HacToslee Bpems xneGoneKapHble WUHrPeaMeHTb MpepiaraloT Gonee
20 3apybexkHbIx KomnaHuid. B Poccum nx nponsBoaAaT B OCHOBHOM MVPOBble
KOHL|EPHbI, UMeloLMe NpeAcTaBUTeNbCTBA U NMPOM3BOACTBA Ha POCCUICKON
Tepputopum, Takre Kak IREKS, PURATOS, LESAFFRE.
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3epHo TBepAOI NweHuLbl, %

1-n knacg; 0,2 2-1 Knacg; 0,55

5-11 Knacc
(HenpopoBONbCTBEHHAA

nwenuua); 17,6 3-1 Knacg; 27,3

2016
20-4
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3epHo mMArkou nieHunubl, %

1-1 knacc; 0 2-1 Knacc; 0,001

5-11 Knacc
(HenpopoBONbCTBEHHAA

nweHunya); 23,5 3-1 Knacg; 38,7

4-14 Knacc; 54,4 _—

4-n knacc; 37,7 _—

Puc. 1. CtpyKTypa KauecTBa 3epHa TBepAOW 1 MATKoN nieHuLbl B Poccuiickon Oepepaumn B 2013 .

n3aenuii. KoMrekcHbIi XireboneKapHbIi YTy qIIiTe b — 3TO
B3aMMOCBSI3aHHast ¥ cOaJlaHCUPOBAaHHAs KOMOWHAIMS pas-
JIMYHBIX KOMIIOHEHTOB (pa3iMYHONW MPHUPOJBl U MPUHIMIA
JIEHCTBHS ), KOTOPAst MOXKET BKITIOUATh: OKUCITUTENH, (hepMeH-
TBI, SMYJBraTOPbI, BOCCTAHOBUTEIH, KOMIIOHEHTBI CO CIICIH-
aJIbHBIM 3 deKToM, HarTpuMep J00ABKH ITPOTHB IUICCHEBEHUSI
n 3a0oseBaHns KapTodenbHOW 00Ne3HBI0, a TaK)Ke HAIOJ-
HUTEJIH — KpaxMal, COCBYIO MYyKY, caxap, HCKyCCTBEHHbIC
TMO/ICIIACTUTEIIH, CYXYIO KIICHKOBHUHY H JIp.

Takum 06pa3oM, B COBpEMEHHOM XJIeOOTIeUeHNH B KaYeCTBE
YAy4LIATENIeH HCIOJIB3YIOT HECKOIIBKO JICCATKOB PA3IMIHBIX
BEILECTB KaK OMOJIOTHYECKOTO, TaK U XUMHYECKOTO IPOHC-
XOX/IeHHsl. AKTHBHOE IPUMEHEHUE MUIIEBBIX 100aBOK Kak
KOPPEKTOPOB CBOWCTB MYKH PACIIMPHIIO BOZMOKHOCTH Mpe/I-
le/IHTl/Iﬁ B UCIIOJIb30BaHUM MYKH HECHAJICKAICTO Ka4€CTBA,
a TaKOKe B ONPEJIETICHHON MEPE MTO3BOIMIIO PEMINTD BOIPOCHI
MOBBIIICHUS] TEXHOJIOTHYHOCTH XJICOOMIEKapHOTO MTPOU3BOI-
CTBa. TaK, MOXHO MPOJIMTL Ha 3HAYUTECIILHOC BPEMS CPOKHU
XpaHeHHA XJieba 1 pacIImpuTh reorpaduio cObITa; KauecTBO
MCXOJHOM MyKH CTAaHOBUTCS HE TAKUM 3HAYNMBIM (haKTOPOM
IIpu BHECCHUMN COOTBCTCTBYIOLIUX u06a301< " yJy4dimuTe-
Jei, a BKycOapoMaTHYeCKHe JOOABKH Jar0T BO3MOKHOCTh
pa3HoO0Opa3uTh aCCOPTHUMEHT BBIITYCKAEMOH MPOIYKIIUU
(Serdyukova, Usenko, 2013).

OnHaxo, HapsIy C THOJIOKHUTEIBHBIM BIUSHHEM IHIIEBBIX
J100aBOK, €CTh M 00paTHasi CTOPOHA MX BIUSHHUS Ha 3710pPOBbE
yesioBeka. MHorue u3 HUX, KaK IIpaBUJIO, HC UMECIOT MHIIC-
BOTO 3HAYCHUSI U B JIyUIIEM CITy4ae ONOJIOTHIECKH HHEPTHBI,
a B Xy/IIIEM OKa3bIBAIOTCSI OMOJIOTMYECKH aKTHBHBI M HeOe3-
pasJInyHBbI U1 opranusma. Tak, B MpaKTUUECKOU JIesITeIbHO-
CTH MYKOMOJIBHBIX MPEANPUATHN MPUMEHSIOT arpeCCUBHbIC
XMMHYECKUE BEUIECTBA, HAIPUMED, ISl OTOCTUBAHUS MYKH
ucnonb3ytoT nepokcun oenzomna (E928) (Ilo3uskoBckuit
u np., 2011).

HoBsle perienTypbl MEHSIIOT BKYC XJ1€0a, MEHSICTCSI CTPYKTY-
pa msikuia. Hoble copra x1e000y104HOM POy KIIMH 10 CO-
CTaBy MPOYKTa 3a4aCTyI0 HAXOSITCS MEX/IY KIaCCHIECKUM
XJIeOOM, Cofep KalliM MUHHMAJIBHOE JKUPOB, U CTOOHBIMHU
OyJIOYHBIMHU M3EIHAMH, HMEHYSICh ITpH 3ToM Xjebom. Taxk,
MoxyabHas fobaBka Codrp MuTenc @perr, B cocTaB KOTOpOH
BxomaT E471 u pepmenTsI aMunaza 1 KCHitaHasa, MOXKET ObITh

nmobaBieHa K T000H perentype xjieda i He TpeOyeT BHECSHHUS
JIOTIONTHUTENBbHON MHpOpMannu Ha TUKeTke. [Tumesas no-
6aBka E471 o0o3HavaeT psig MOHO- U IMIIIMLIEPUJIOB IKHPHBIX
KHCIIOT (MCKYCCTBEHHBIX JKHPOB), CIUTACTCS OE3BpEIHOMN
W yCBaMBaeTCsl, Kak JiroOble fpyrue kupbl. OJHAKO 3a cUeT
IIPUCYTCTBUSA OMYJIbraropa 3HaYMTEIbHO MOBBIIIEHA JKUP-
HOCTh M KaJIOpUHHOCTH MpoxykToB (Ilo3HAKOBCKHIA  np.,
2011).

[Tonaraem, 4To yBeIMYCHUE CONEPIKAHUS KHPa B XJ1€000Y-
JIOYHOH MPOIYKIUHN MEHSAET €€ BKJIaJl B MMPaMHy TUTaHMUS.
Ecnu TpapunmoHHsIii X11€0, coneprKariuii osie3HbIe BEecTBa
B CTPYKTYpE, OJIarOnpusITHON ISl TOJIePKAHUS KU3HEAes-
TEJILHOCTH 1 37I0POBbS UeJIOBEKA (JJOCTATOYHO MHOT'O OEITKOB
(4,7-8.,3 %), mano xupos (0,6—1,3 %), 3HAYATEIIEHOE KOJIH-
4yecTBO yrieBojoB (40-56 %), MuHepaabHble COSTMHEHHUS
Y THIIEeBbIE BOJIOKHA), HAXOAUTCS Ha HIDKHEM (06a30BOM)
staxke mupamu sl (ITozHsKoBekui u ap., 2004), T0 3a4acTyro
€ro COBpEMEHHbIE COpTa C MPUMEHEHHEM YIIyUIIUTEIeH 110
COZIEPKAHUIO JKUPOB Y>KE€ MOYKHO OTHECTH Ha 3TaX BBIIIE.
W 310 HEOnaronpusTHAS TCHACHIMS, TOCKOIBKY B CTPYKTY-
pe pauuoHa nutaHus HaceneHus Poccuiickoit @enepanuu
HaOII0aeTcsl yBEIMUEHHE JIOJIH JKUPAa OTHOCHTEIBHO €TO
panroHaIbHON HOPMBI.

CornacHo nanHbeiM Poccrara (Beibopounoe naOmonenne
panmoHa nmuTaHus HaceieHus. dexepanbHas ciyk0a rocy-
nmapcTBeHHON craructuku, 2013), B 00mmIel KanopuiiHOCTH
palMoHa NMUTaHUsl HacelleHUsl (paKTUUecKasl CTPYKTypa Io-
TpeOeHus OeNIKOB, )KUPOB M YIIIEBOAOB BBINIAUT CIEIYIO-
mumM obpaszom: 13,6:38,7:47,9 (quis cpaBHEHHUS: TIPOTIOPIUH
cOalaHCHPOBAHHOTO MUILEBOTO paruona: 15:30:55; Uenna-
koBa, [To3msakoBckuii, 2015). [Ipumenerne xaeOomekapHbIX
YAy4dILINTENeH U epexo B COOTBETCTBUU C STHM Ha yCKO-
PCHHBIC TEXHOJIOTUH IPONU3BOACTBA xne6a IIPUBOJUT K TOMY,
YTO HACEJICHNE MOKET ITOTydaTh HE3I0POBYIO XJIEOHYIO IIPO-
JIYKIIHIO, CYIIECTBEHHO OTIIMYAIOIIYIOCS 110 CBOMM CBOMCTBaM
OT TPaJUIMOHHOTO XJeoa.

Kaxk moka3ano, cyIecTBeHHBIM (DaKTOPOM, BBI3BIBAIOIINM
POCT IPOILIECCOB XUMH3AIMH B XJICOOTICUCHNH, SIBIISICTCS HE-
JIOCTaTOK HA POCCUHCKOM PBIHKE 3€pHa MIIEHUIbI 1-10 1 2-T0
kiacca. OnHUM U3 PaKTOPOB LTSI YMEHBIIICHUS AUCIIPOTIOP-
U B CTPYKType KauecTBa 3€pHA SIBJISETCS BO3MOXXHOCTD
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HCIIOJIb30BaHUs €CTECTBEHHOIO0 T€HETHYECKOI0O MOTCHI[MAIa
MIICHUIBI B IPOIIECCE CEICKIIUN COPTOB CO CBOWCTBAMH, OT-
BEYAIOIIMMHU COBPEMEHHBIM TEXHOJIOTHIECKUM TPEOOBAHUSIM
XJ1e00TICKapHOTO TPOW3BONICTBA, YTO TTO3BOJIUT M30eXKaTh
MacCHUPOBAHHOTO MPUMCHEHUSI XUMUYCCKH CHHTE3UPOBAHHBIX
MHUIIEBHIX JOOABOK B ITPOM3BOJICTBE XJIe0a 1 OyneT ComenCcTBO-
BaTh 00ECIICUCHUIO HACETCHUS Ka4eCTBEHHOH NpPOTYKIIHEH
C BBICOKOM MUIIEBOM [IEHHOCThIO.

Ponb reHeTuyecknx ¢pakTopos B GopmmpoBaHUM
TEXHONOrMYeCcKNX CBONCTB 3€pHa n mykm
TexHonMOrnuecKkue CBOMCTBA 3epHA OBUIN OAHUMH U3 NIEPBBIX
MIPU3HAKOB, KOTOpBIE B Hadane XX B., TOCIE MTEPEOTKPHITHS
3aKOHOB MeHensl, CTalyi M3y4aTh IMyTeM THOpUAN3ALNY.
bbia ycraHOBIIEHA IPUMEHUMOCTD 3THUX 3aKOHOB K HacJIe0-
BaHMIO XJIeOOTIeKapHBIX U MyKOMOJIEHBIX KauecTB. Tak, Biffen
(1908) BmepBBIC MOKA3all, YTO MSTKO3EPHOCTh dHIOCIICPMA
IIIEHNIBI, CBA3aHHAs C YKa3aHHBIMH IIPU3HAKaMHU, KOHTPO-
JIMPYETCsI OTHAM T€HOM, KOTOPBIH JINIIB CITycTst Oomee uem 50
neT ObUT JIOKau30BaH B xpomocome 5D. B 1930-1940-¢ .
OBUIM MHULMMPOBAHbI FEHETHYECKHE HCCIIeNOBaHU (GU3H-
YECKHX CBOWCTB KJICHKOBHHBI. YK€ TOTZA CTAJO SICHO, YTO
NPU3HAK KOHTPOIUpYyeTcst HeckoinbkuMu reHamu (Worzella,
1934, 1942).

B nameii crpane nieneHanpasieHHbIC HCCIEAOBAHUS B 00-
JIACTH T'CHETHKHU KayecTBa 3epHa KaK KOMIUIEKCHOTO MpPH-
3HaKa Havajauch B cepeaune 1960-x rr. Onbroit MiBanoBHOMH
Maiictpenko B MHcTtutyTe niurosnornu u reetuku CO AH
CCCP. Ilytem uccrenoBaHusi THOPHIOB MEXIY COpPTaMHU
C Pa3INYHBIM Ka4eCTBOM KJIEHKOBHHBI ObLTa TOKa3aHa BEPOSIT-
HOCTb TTOSIBJICHUSI IIEHHBIX TI0 JAHHOMY TIPH3HAKY T€HOTHITOB
Ha ONpeJiesIeHHBIX Tanax oroopa (Maiicrpenko, TpomrHa,
1966). B aT0i1 e paboTe coo0IIanock, 9To Ka9eCTBO KIESHKO-
BUHBI OTIpeziersieTcst HeOompmmM (3—4) KOIIMYeCTBOM T'€HOB,
CJIEZIOBATENIbHO, TUM CBOWCTBOM MOYKHO YHPABJISITH IPHU
CO3JJaHUHU HOBBIX COPTOB MIIEHUIbL. JlanpHelmume paboTsl
1970-1980-x rr., OCHOBaHHbIE Ha MAHUIYJSIUUU C OTAEIb-
HBIMHM XPOMOCOMaMH F€HOMA MILIEHUIBI, TIOATBEPIHIN 3TOT
BBIBOJ. bBI0 00HApYXKEHO, 4TO OTCYTCTBHE HEKOTOPBIX XPO-
MOCOM HJIM XPOMOCOMHBIX TUIEY MPUBOJUT K 3HAUYUTEIEHBIM
MU3MEHEHHSIM OTJIEJIbHBIX TEXHOJOTMYECKHX CBOWMCTB 3epHa
n Myku. Hanpumep, orcyTcTBHE OAHON 103bI XPOMOCOMBI
1D y BeIcokokadecTBeHHOTO copta Caparosckas 29 (C29)
MIPUBOJIUT K PE3KOMY YXYALICHUIO (PU3NUECKUX CBOHCTB MYKH
ntecra (Arbuzovaetal., 2001). YTepst KOPOTKOTO Ij1e4a Xpo-
MocoMbI 4B y Hu3KOKauecTBeHHOTo copra Yaitnu3 CrpuHr,
HA00OPOT, PUBOJIUT K yBEIMYEHHIO cHITbl MyKH (Maystrenko
etal., 1973). MexcopToBoe 3aMeIIeHne XPOMOCOMBI | A HU3-
KOKa4eCTBEHHOTO copTa Jlnamant 2 (¢ neh)eKTHHIM BApHAHTOM
reHa, CUHTE3UPYIOLIETO OJMH W3 OCNIKOB KJICHKOBHMHBI) Ha
XpOMOCOMY OT BBICOKOKauecTBeHHOTo copra HoBocubupckas
67 mpuBOIUT K yBenmdeHHIo cwutbl Myku (ITmennynnkoBa
u 11p., 2006). [TogoOHOE 3amereHre XpoMocoMbl 4D Msirkoi
MIIEHUIIB «CUIBLHOTOY» copTa C29 Ha TOMOJIIOTUYHYIO OT CO-
pra Anenxwuc [Ipobar ¢ 6oiree HU3KOH CHITON MyKH IPUBOIAT
K CHW)KEHHMIO 3TOTO TeXHOJornueckoro cpoiicrea (Ermakova
et al., 2008).

B 1980-1990-¢ rr. mmpoko u3yyasucs ajuleiu3M MO OT-
JIeITbHBIM KOMITOHEHTHBIM OelTkaM KJICHKOBUHBI (TJIHaJHAM
U TIIOTEHHHAM) U €r0 CBSI3b C OTAENbHBIMH (PU3NYIECKUMHU
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rapaMeTpamM MyKHd U TecTa. bpulo mokaszaHo, 4to orpeje-
JICHHBIE BAPUAHTHI INIIOTCHUHA AEHCTBUTENBHO CYIIECTBEHHO
BIIMSIIOT HA CHJIy MyKH H ynpyrocts Tecta (Cornish et al.,
2006). I'ensl, KOgUpPYIOIINE TaKHEe BapUAHTHI [NIIOTCHUHA,
IIMPOKO UCTIONB3YIOT P CO3/JaHNU HOBBIX COPTOB.

Takum 00pa3zoM, pe3ysbTaTbl MHOTOJIETHHX MCCIICIOBAaHNI
M0Ka3ajM, 4YTO pazHooOpa3ue Mo TEXHOJIOTHYECKHM CBOW-
CTBaM 3€pHa U MyKH MOXET ObITh 00€CIIEYeHO TeHETHUECKI
B COpTax IIICHUIIBI, TAK KaK BCe OMOXMMHYECKHE KOMIIO-
HEHTBI KJICHKOBUHBI 00Pa3yroTCsl IIPH CO3PEBAHNH 3€PHOBKH.
J17151 HEKOTOPBIX TEXHOJIOTUUECKHUX XapaKTEPUCTHUK BBISIBIICHBI
KOHTPOJIMPYIOIIUE TeHBl U ONMUCAHBI UX pa3HbIC BAPUAHTEHI
(Mclntosh et al., 2015). Hanpumep, pazaoo0Opasue mo Myko-
MOJIBHBIM NIPU3HAKaM ONPEENseTCs pa3sHbIMU BapHaHTAMHU
TEHOB, KOJTUPYOLINX OCITKHU-ITy pOMHAOIMHBI (XpoMocoma 5D).
Bs13ko anacTuuHbIE CBOMCTBA KJIIEWKOBUHBI B 3HAUUTEIILHON
CTETICHH OIIPEEISAIOTCS €€ OENIKOBBIM COCTAaBOM — KOMIIO-
HEHTHBIM COCTaBOM MHOTOYHCJICHHBIX OJIKOB TJINAJNHOB
1 DJIFOTEHMHOB. VX TeHbl HaXOIATCS B XPOMOCOMax I'OMeo-
normueckux rpymm 1 u 6 (Mclntosh et al., 2015).

Tem He MeHee BBISBICHHBIC T€HBI, KOHTPOJINPYIONINE
OMOCHHTE3 OTAEIBHBIX CTPYKTYPHBIX 3JIEMEHTOB KIIEHKO-
BHHBI, HE OOBSCHSIN BCETO TEHETHYECKOTO Pa3sHOOOpa3ms
TIICHAIBI TT0 TEXHOJIOTMYECKUM CBOWCTBAM 3€pHA M MYKH.
OTO HEYJMBUTEIBHO C YYETOM CIOKHOCTH M PazHOOOpasust
(hM3MOTOTHYECKUX TIPOIECCOB, TPOUCXOSIINX TTPH (HOPMH-
pOBaHUM SHI0CTIEpMa 3epHOBKH. HeoOXommmo ObLT0 H3yIHTh
IeHETUYECKUI1 KOHTPOJIb PETYIISILIMU 3TUX IPOLECCOB, KOTO-
PBIii HOCUT KOJIMYECTBEHHBIM XapakTep, a TAKXKe UX MECTO
1 pOJIb B )KN3HEHHOM IUKJIE PacTeHHs. TOIBKO C MOSBICHUEM
COBPEMEHHBIX MOJIEKYJSPHO-TEHETHUYECKUX TEXHOJIOTHH
CTaJI0 BO3MOXHBIM OIIpE/ICTICHHE KOHKPETHBIX yYacTKOB Te-
HOMa (JIOKYCOB), KOTOpBIE BHOCST BKJIaJl B KOJIMYECTBEHHBIC
npusHaky. K HacTosillieMy MOMEHTY B T€HOME IILIECHUIIbI BbI-
SIBJIEHBI MHOTOYHCJICHHBIE JIOKYCBI, BIHAIOIINE HA OTJCIbHBIC
TEXHOJIOTHYEeCKHe napaMeTpamu 3epHa (Balyan et al., 2013;
Mclntosh et al., 2015). HakoruieHne 3THX JaHHBIX U pa3BUTHE
MeronoB aHanu3a JIHK no3Bosnnino co3garb HOBbIE HHCTPY-
MEHTBI JUISl MTOBBIICHHUS 3(PPEKTUBHOCTH 0TOOpA HYKHBIX
(hopM B Iporiecce CeNeKIUU 1 YCKOPEHHUS CO3/1aHHsI COPTOB
C 33IaHHBIMH CBOWMCTBAMH, & TAKJKE ISl PEIICHUS PSIIa APYTHX
BOITPOCOB, BO3HUKAIONIMX Ha BCEX 3Tarax mporecca (mpen-
CeJIeKLIMOHHBIE HCCIIE0BaHMS — CEJICKIINS — PETUCTPALHSI COp-
Ta—CEMEHOBOICTBO — IIPOU3BOJICTBO 3€PHA —IIPON3BOJCTBO
MYKH—KOHEYHBIH MPOAYKT), B X0JIe KOTOPOTO PEaIn3yeTcst
1 CKa3bIBAaeTCsl HA KAYeCTBE KOHEYHOTO ITPOIYKTa 3aJI0XKEH-
HBII B TeHO()OH/IE TIPOIOBOILCTBEHHBIX KYJBTYp I'€HEeTHYe-
CKMI MOTEHLMA.

MonekynsapHas reHeTuKa U reHomMmmnKa:

3¢ deKkTUBHOE ynpaBneHve n ngeHTudnKayms

reHoB B COpTaX, CEMeHax 1 NULLEBbIX NPOAYKTax

B 1983 1. 6p110 BrIepBHIE peaioxkeHo ucnons3oBanne JJHK-
MapKepoB B cenekuuu pacrenuii (Beckmann, Soller, 1983;
Burr et al., 1983; Tanksley, 1983), u ceromust yxe TpyaHO
MIPE/ICTABUTh CENEKIIMOHHBIA Mpouecc 0e3 MCIONb30BaHMs
METOJI0B COBPEMEHHOM r'eHETHKH U reHoMHKH. Kitaccudeckue
MOAXO/IbI CEJIEKIMH, OCHOBAaHHbIC Ha CKPEIIMBAHUU U OT-
6ope pacTeHmid, KOMOWMHUPYIOT C COBPEMEHHBIMHI METOAaMHU
OLICHKH CEJICKIIMOHHOTO MaTtepuana Ha yposHe JJHK (JJHK-
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TeHOTUIIMPOBAHME). 3a CUET ITOTO COYETaHUS BO3MOXKHO
YCKOPEHHOE CO3[aHUE HOBBIX YITy4IIIEHHBIX COPTOB HA OCHOBE
CYIICCTBYIOIIETO TEHETHYECKOTO Pa3HO00pa3sl.

JIHK-reHOTHITUpOBaHKUE AKTUBHO UCIIOJIB3YIOT B KPYITHBIX
MEXTyHapOAHBIX CelIeKIMOoHHBIX meHTpax (William et al.,
2007; Xu, Crouch, 2008; Brumlop, Finckh, 2011). B mo-
CJICIIHUE TOJIbI TAHHBIC MOJIXOJbI TAK)KE BHEIPSIOTCS U B
CeNIeKITMOHHbIX HHeTHTyTaX Poccnn u ctpan CHI™ (Bespalova
et al., 2012; Ypbanosuu u np., 2013; HaBosH u ap., 2014;
Kunsuesckuit u n1p., 2014). ITporpamMMsl 1o CeNeKIUH MIIe-
HULBI ¢ Ucnosb3oBaHueM mMetonoB JJHK-renorunupoBanus
WHTCHCUBHO PEAN3YIOTCS B CTPaHAX — KPYITHEHIITNX TTPOH3-
BOJIMTEIISIX 3epHa, B uacTHOCTH B Kanaze u Asctpanuu (Eagles
et al., 2001; Randhawa et al., 2013). [IpenmymiecTBa cenek-
uuu pacteHuid ¢ ucnonb3oBanueM JHK-renorunupoBanus
ObLTH, B IEPBYIO OUEpPEb, IO JOCTOMHCTBY OLIEHEHBI U pac-
MIPOCTPAHEHBI B IPOTpaMMaXx, HAIleJICHHBIX Ha TOBBIIIICHHE
ycToitunBOCTH K ¢uTonaroreHam (puc. 2). CoBpeMeHHBIC
METOJIbl TCHETUKH ¥ TCHOMHKH TAK)KE aKTUBHO HCIOJIb3YIOT
B CEJIEKIINU Ha MPOAYKTUBHOCTH, KAYECTBO M YCTOHUHUBOCTD
K pa3InuHbIM (paKTopaMm adMOTHUYECKOTO cTpecca (CM. puc. 2).

Metoabl JHK-reHoTUNUPOBaHUSA 1JIs1 YCKOPEHHOTO
CO3JaHHUS COPTOB C 3aJJaHHBIMHU CBOMicTBaMHU. 3a TpH Je-
catmietuss Metonbl JJHK-reHoTHIMpOBaHus CymeCTBEHHO
TPaHC(HOPMHUPOBAIUCH: TIOSIBUIIMCH MIPOCTHIE B HCIIOIB30Ba-
HUH TTOIXO/IBI M aBTOMAaTH3UPOBAHHBIE TIPOIIECCHI, UTO H ITPH-
BEJIO K IIHPOKOMY BHEIPEHHUIO B CEICKIIMOHHYIO MPAKTUKY.
Jaxe nepsbie moaxo/s1 B 1980-¢ ., 0CHOBaHHbBIE HA UCTIONb-
30BaHuu RFLP-ananm3a, 1oporocrosuiero 1 Tpy10eMKOIo 1o
CPaBHEHHIO C COBPEMECHHBIMU METOAAMHU TCHOTHITUPOBAHHS,
MOKa3ajii YKOHOMUYECKYIO BBITOlY OT Ucronb3oBanust JJHK-
TexHoyorui B cenekiuu (Beckmann, Soller, 1983; Burr et al.,
1983; Tanksley, 1983). [To3xe ¢ mosiBIeHIEM OoJiee AEIIEBOTO
1 HecnoxHoro meronia aHanusa JIHK — momumepasHoii enHoi
peaxumu (ITLIP) (Saiki et al., 1985) 611 pa3zpaboTaH mupoKuit
CICKTP TTOIXOOB ISl TUATHOCTHKH T€HOTHUIIA, OCHOBAHHBIN
Ha MCIOJIb30BaHUH ITOT0 METO/IA.

JHK-reHoTunupoBaHue MO3BOJSAET BBISBIATH PazIndMs
MEXKIy Pa3sHBIMU OMOJOTHYESCKUMH O0pa3IaMu B OTpeie-
JICHHBIX Y4YaCTKaX I'eHOMa — «MapKHPOBATh» TEHOM, €ro
YY9acTKH WM KOHKPETHBIE TeHBI. [lo3ToMy mosiBHIICS Tep-
MHUH «MapKep», a COYCTaHHEe ITOr0 TEPMHUHA C PA3TUIHBIMA
MOJIX0AaMH Jajio Hadajgo obo3nadeHusiMm: RFLP-mapkep,
I P-mapxep (wactusie caydau I1I[P-mapkepoB — RAPD-
mapkepsl, SSR-mapkepsl, AFLP-mapkeps! u 11p.; cM. 0030pbI
(Xnectkuna, Canuna, 2006; Khlestkina, 2012)). Coueranue
JHK-reHotunupoBaHust ¢ KIaCCUYECKUMH MOAXOJAaMU Ce-
JICKIIH, OCHOBAHHBIMH Ha CKpEIIMBAHUH W OTOOpE, CTajo
Ha3bIBaThCsl MapKep-opHeHTUpoBaHHON cenekiueit (MOC);
CHHOHHMBI: MapKep-BCTIOMOTaTeIbHAsI CENIEKIN; MapKep-
ACCOIIMUPOBAaHHAS CEICKIUSA, MapKep-0moCcpeaOBaHHAS
CeJIeKIHsl, 0TOOP C TIOMOILBI0 MapKepOB, MapKepHbIil 0TOOP,
MapKep-KOHTPOIUPYEMBIH 0TOOp; MapKepHas CeIeKITus,
MOJIEKYIsIpHas cenekuus (auri. — marker-assisted selection;
marker-aided selection; marker-assisted breeding).

it ToTO YTOOBI OTCIIEKHMBATH IEPEHOC OMPEACTICHHOTO
reHa B mporiecce peamusanmun MOC, HeoOs3aTeIbHO 3HATH
nepBuuHyto cTpyktypy JHK rena, u 310 cymiecTBeHHO,
TaK KaK CpPeIy BO3ICIBIBAEMBIX PACTEHII HEMHOTHE UMEIOT
MOJTHOCTHIO CEKBEHHWPOBAHHBIM TeHOM. Jl0CTaTOYHO 3HATH
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PoctoBble
XapakTepucTtunku; 1,2

MpeHTudrkauma coptos; 2,4

YcTonumBocTb
K abroTuyeckomy ctpeccy; 60 —*

MpoayKTNBHOCTb; 9,6

YcTonumBOoCTb K 6onesHam; 73,5/

Puc. 2. iHTeHcMBHOCTb ncnonb3oBaHua IHK-reHoTunpoBaHua ana pe-
LIEeHNA pasNyHbIX 3aAa4 cenexkyuy pacteHuin (fons, B %, ot onybanko-
BaHHbIX paboT 1995-20009 rr.), cornacHo oueHke Brumlop, Finckh (2011).

pacronoxXenue reHa Ha xpomocome u Onmsnexamue JTHK-
MapKepbl, JKeJIaTelIbHO (IaHKUPYIOIIUE IeH ¢ 00EHX CTOPOH.
C OMOIIIBIO TAKUX MapKEPOB MOJKHO OTCIIEKHBATh MEpeaTy
MOTOMCTBY KOHKPETHOTO Y4acTKa FeéHOMa OT OIpeAeIeHHOMN
poauTeNbCKOr (HOPMBI — TOHOpA TIOJIE3HOTO MpH3Haka. Tou-
HOCTh OTOOpa BeChMa BBICOKA M 3aBHCHUT OT OJM30CTH pac-
TIOJIOXKEHUs MapKepa. Hanpumep, mpy HCHoib30BaHUH TTaphl
MapKepoB, PACIONOKEHHBIX [0 Pa3Hble CTOPOHBI OT Te€Ha
Ha PacCTOSHUM 5 ¢cM KaX b1, MOXXHO TOOUTHCSI TOYHOCTH OT-
60pa MOTOMKOB IT0 3TOMY T€HY Ha YpoBHE IpuMepHO 99,5 %.

HaxormuieHue JaHHBIX O CTPYKTYPE X035 HCTBEHHO-LIEHHBIX
TEHOB BO3/ICTIBIBAEMBIX PACTEHWH M BBISBICHNE M3MECHEHHH
B JIHK, cBsI3aHHBIX ¢ (yHKIIMOHAIBHBIMH BapHAHTAMH T'€HOB,
M03BOJISIET pa3pabarbiBaTh BHYTPUTCHHbBIE MapKEPhl; X Ha-
3bIBAIOT (DYHKIIMOHATBHBIMH. VICTIONb30BaHE BHY TPUT€HHBIX
MapKepoB JTaeT BO3MOKHOCTE 100uThes 100 %-if TouHOCTH
IPU 0TOOPE HYKHBIX TEHOTUTIOB. DyHKIIMOHAIBEHBIE MAPKEPhI
elle TOJIbKO HAuMHAIOT pa3palaThiBaThCsl (MHTEHCHUBHOCTD
UX pa3pabOTKM 3aBUCHUT OT CTEIECHH M3yYCHHOCTH I'eHOMa
1 pasBUTUA TCHCTUYCCKUX I/ICCHeIlOBaHI/Iﬁ Yy TOro Wi UHOTO
BHJa PACTEHUH) U MmepcreKTUBHBI 1 ceneknuu (Liu et al.,
2012; Lau et al., 2015).

C MOMOIIbIO BHYTPUI'CHHBIX WJIM CHCIUICHHBIX C I'C€HOM
JMAarHOCTUYECKUX MapKepPOB MOXKHO MEPEHOCHUTH MOJIE3HBIE
TEeHBI OT JIOHOPOB B 3JIUTHBIE COpTa (PEMITHEHTHI). J{i1s1 3 TOT0
HCTIONB3YIOT CXEMBI MapKep-KOHTPOJIUPYEMOTo OEKKPOCCHPO-
BaHMs, Hanbosee momysapHoro noaxonaa B MOC-mporpamMmax
(puc. 3). B HEX MOMHMO MapKepoB, THATHOCTUYECKUX IS
L[EJIEBOTO TeHAa, YacTO MCIOIb3YIOT MapKephl, PABHOMEPHO
pacrpesiesleHHbIe TI0 TEHOMY. DTO JeTaeTCsl U1l yCKOPEHHO-
IO BOCCTaHOBJICHUS] TEHOMA PEUIMEHTA (JIMTHOTO COpPTa).
Takoii MOIX0/ MO3BOJISICT 3aBEPIIUTH IPOIIECC OEKKPOCCH-
POBaHUS Ha HECKOJIBKO TTOKOIeHuH panbie (Moose, Mumm,
2008; Khlestkina, 2014).

C nomomsto JIHK-reHOTHIMPOBAaHUS MOXHO HE TOJIBKO
YCKOPSITh ¥ YACHIEBIISAThH CENEKIMOHHBIN MPOIECcC, HO U CO3-
JlaBaTh COpTa ¢ KOMOMHAIMEH reHOB, KOTOPBIE KpaitHe TPYIHO
MOJYYUTh IIyT€M O0TOOpa PacTEHUIl TOJBKO MO BHEIIHUM
npu3HakaMm (¢penorumy). Hanpumep, JIHK-renotunmpoBanme
o0IeryaeT mpoIece Co3Aanus MIpaMuI TeHOB (METO/ «gene

AKTyaHbeIe TEXHOJIOrNN reHeTUKN n cenekynmn
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Mapkep-KoHTponmpyemoe
6eKkKpoccmpoBaHue; 57,8
Co3paHve nupamng reHos; 15,6 j
~

OcTanbHble cxembl; 26,5 /

Puc. 3. IHTeHcMBHOCTb ncnonb3oBaHua IHK-reHoTMNMpoBaHusA B pas-
HbIX CENEKLMOHHbIX Cxemax (fons, B %, OT ony6anKoBaHHbIX paboT
B 1995-20009 rr.), cornacHo oueHke Brumlop, Finckh (2011).

pyramiding) 1715t CO371aHusI COPTOB CO CTAOMIBHON YCTOHYH-
BOCTBIO K (hutonaroreHam (cM. puc. 3). Takum myTemM MOXKHO
OTHOCHTEIHHO JIETKO ITOJYYHUTH B OAHOM I'€HOTHIIE COYCTAaHHE
TCHOB YCTOWYHMBOCTH K Pa3IMYHBIM TATOTCHAM U Pa3HBIM
pacam OJIHOTO ¥ TOTO e naroreHa. JlocTikeHHe ToI00HOTO
pesynsraTa 6e3 HCIoIb30BaHNsI MAapKepOB — KpaitHe TPyAOeM-
kuit 1 umurensHblil nporece (Landjeva et al., 2007; Moose,
Mumm, 2008).

Kpome mapkep-KOHTpOIHpPYyeMOTO OEKKPOCCHPOBAHUS
W CO3IaHUs MUPAMHU]] TCHOB, CYIIECTBYET PsI APYTHX CXEM
MapKep-OPUCHTUPOBAHHOM CeJIeKIUH (CM. 0030pHBIC CTAThU
(Tanksley et al., 1989; Landjeva et al., 2007; Moose, Mumm,
2008; Khlestkina, 2014)).

Crnenytronum mocie [TIP n3obpereHnem, BaKHBIM JIs
paszButns noaxonos JIHK-renorunmpoBanms u 0COOCHHO IS
aBTOMATHU3aI[UH 3TOTO IMPOIECCca, YTO CYNMECTBCHHO B CITy-
Yae MIMPOKOMACIITAOHBIX HCCIICIOBAHUA, CTala pa3padoTka
u ycosepmeHctBoBaane JJHK-unmos (Schena et al., 1995).
JHK-unmer MOTYT MPUMEHATHCS I aHAIH3a Y4aCTKOB
I'€HOMOB, B KOTOPbBIX UMCHOTCA OJJHOHYKJICOTUIHBIC 3aMCHBI.
B renomMax >KMBBIX OpTaHU3MOB TaKHE 3aMEHBI BCTPEUAIOTCS
4acTo, HaIpUMEp, y TIIICHUIIEI — OlHA 3aMeHa Ha oK. 500 map
HykJIeoTu10B (Somers et al., 2003; Paux et al., 2012). Oaqun
JHK-unn mMoxer conepkaTb AECATKH ThICAY 30HA0OB, Map-
KHPYIOIIUX OAHOHYKJICOTHIHBIC 3aMEHBI. DTO, 110 CYTH, I10-
3BOJISACT IMPU OAHOKPATHOM NPUMEHEHHUU JOCTATOYHO IOJIHO
MCCIIEIOBATh BECh TEHOM OTHOTO OHMOJIOTHYECKOTo 00pasia.
A, nockonbky aHanu3 JJHK-4unoB mosHOCTRIO aBTOMaTH-
3UpOBaH, HOJIHOT€HOMHBIN aHaJIu3 MOXKET OCYIIECTBJIATHCA
B KpaT4almime CPoKH il OONBIIOTO YHCIIa OMOIOTHIECKIX
00pa3moB. DTO OTKPHLIO HOBYFO BOZMOKHOCTD IS CEIICKITUH.
Nwmenno 6maronaps nosienenuto JJHK-uumos 0bu1 pazpadboran
MOJTXO/T, Ha3BaHHBIN TeHoMHOH ceneknueit (I'C), oH ncmoib-
3yeTCsl y’KE BO MHOTHX IIPOTPaMMaXx, B TOM YHCJIC B CEJICKIIHU
nmrenunpl (Heffner et al., 2011; Charmet, Storlie, 2012).

B mocnennne 2-3 roma m3-3a pe3KOTO CHIDKEHHS CTOH-
MOCTH CEKBCHHPOBaHUS Hapsny ¢ ucroib3oBanuem JJHK-
YUIIOB HJIdA H_II/lpOKOMaCHJTa6HOFO TCHOTUIIMPOBAHUA (B TOM
YHUCIIe B CENEKIIMOHHBIX MPOrpaMMax) CTald MPUMEHSTHCS
MTOJIXOJTBI, B KOTOPBIX 0a30BBIM METOIOM SIBISICTCS CEKBE-
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unupoBanue (Elshire et al., 2011; Paux et al., 2012; Poland
et al., 2012; Kim et al., 2016). st TeHOMHOH CEIeKITUU
B oimurie oT MOC He TpeOyIoTcst 3HaHHS O TeHaX, BIHSIO-
IIMX Ha MPHU3HAKH, WIA HHPOPMAIUS 00 MX JIOKAJIU3AIUH,
T.€. HEeT HEOOXOANMOCTH B T€HETHUYECKHX HCCIIEAOBAHUSIX,
MPEIIIECTBYIOMINX CEICKIIMOHHOMY MPOIECCY, a 3HAYUT,
U BpeMsl, IOTPAY€HHOE Ha IIPEABAPUTEIILHBIE UCCIIEI0OBAHUA,
CYILECTBEHHO cokparaercsi. Kpome Toro, reHOMHast CeNeKnust
MMeEET ITPEUMYIIIECTBO P 0TOOPE 10 ITPU3HAKAM, UMEIOIIUM
CJIO’KHBIN MOJIMI€HHBIA KOHTPOJIb (KOJIMYEeCTBEHHbIE TPU3HA-
kn). Heffner u np. (2010) orneHnm noTeHINATBHYTO BEITOLY
B CIIy4ae CIIOXHBIX MPU3HAKOB: TOJIBKO 33 OJMH I0J{ TCHOMHOH
CEJISKIIMM MOXKHO JIOOMTHCS BIBOE (JIsl O3MMOM MILIECHUIbI)
1 BTpoe (U KyKypy3bl) OONIBIIIETO OTBETa Ha OTOOD, YeM 3a
TaKOI e TIepHo/ 1 TIPH TaKHX JKe NOTPaYCHHBIX CPEICTBAX,
HO C IIOMOMIBIO MapKeP-OpUEHTHPOBAHHOM CENEKINH (B CBOIO
ouepenn, ncronszoanre MOC mo3BoIseT HapamyBaTh oKa-
3aTelN, KAk MUHAMYM, BJJBO€ HHTCHCHBHEE, YeM IIPH 0TOOpE
0e3 MapKepoB).

WTak, TeHOMHasi CeJIeKIUsl ONTHMalbHa Al 0TOOpa 1o
CJIOXKHBIM KOJIMYECTBEHHBIM IPU3HAKAM, & MApKep-OPHEHTH-
poBanHas cenekuus 3pQeKTHBHA U BHITOJHA B CIIydyae MpH-
3HAKOB C MOHO- MJIM OJINTOTeHHBIM KOoHTposeM. O0a meToza,
I'C u MOC, ycnemHo ncnonb3yroT B HACTOSAIIEE BpeMs AJIs
IMOJIYYCHUA HOBBIX COPTOB paCTeHHﬁ, B TOM YHUCJIE U COPTOB
mmreHutsl (Bespalova et al., 2012; Charmet, Storlie, 2012;
Paux etal., 2012; Poland et al., 2012; Randhawa et al., 2013).
Ecnu CO31aHrE copTa € NIOMOUIBIO TPAAUITMOHHBIX METO10B
ceneknuu Tpedyet 10—15 et paboThl, TO C UCTIONBE30BAaHUEM
JHK-renotTunupoBaHus MOKHO ITOJIy4YUTb HOBBIA COPT B Te-
yeHue 5—6 yeT. B mporecce cenekiuu MOKHO COKOHOMUTh
BpEMsl, TIOCEBHBIE IIJIOMIAAN, 3aTPaThl TPYAOBBIX PECYPCOB
1 SHEPTeTUYECKUE 3aTPaThl 32 CUET IKCIIPECC-OLCHKN T'eHO-
THIIOB, TIO3BOJISFOLIEH OTOMPATh HY>KHbIE ()OPMBI B IOTOMCTBE
Ha PaHHMX CTAAMSAX PA3BUTHUSI PACTEHHUHN 1 N30€XaTh TPYIOEM-
KOTO TecTHpoBaHust heHoTHnIYeckux npusnakos (Landjeva
et al., 2007; Moose, Mumm, 2008; Khlestkina, 2014).

Ecan B nmomomuenme x reromuoi cenexkimu 1 MOC Ha
HEKOTOPBIX NPOMEKYTOUHBIX M 3aBEpIIAIOIINX dTarax ce-
JIEKIIMOHHOTO TIPOIiecca UCIOIb30BaTh METOM YBOCHHBIX
rarmaon0B (OMOTEXHOIOTHYECKUH MOX0/, MO3BOISIOMNI
B YCKOPEHHOM DPEXHME MOIy4aTh TOMO3UTOTHBIE (POPMEI
(Baenziger et al., 1989)), To MOXXHO BIBOEC COKPATHTh 3TAIIbI
10 BPEMEHH M COKOHOMHTH IIPH CO3TaHUU copTa emie 2—3
rona (v ake 6osee B 3aBUCHMOCTH OT IPUMEHSIEMON CXEMBbI
CEJEKIINN).

Takum 00pa3oM, ynpaBieHHE CO3JAHUEM HOBBIX COPTOB
C 3aJTaHHBIMH CBOMCTBaMH CTaJI0 3(P(HEKTUBHBIM U THHAMUY-
HBIM TIPOIIECCOM, MTO3BOJISIIOIINM CBOCBPEMEHHO CO3J1aBaTh
(hopMBI, KaK TPUCTIOCOOTICHHBIE K OBICTPO MEHSIOMIMMUCS
YCIIOBUSIMH OKpY’Karomer cpespl (KIMMaTHIecKre U3MeHe-
HYsI, BOBHUKHOBEHUE 1 PAaCIIPOCTPAHEHHE HOBBIX (UTONATO-
TEHOB), TaK M a/IalITHPOBAHHBIE K YCIOBUSAM U TPEOOBaHUAM
XJieOoTIeKapHOH OTpaciy.

Jpyrue npaktuuyeckue acnektsl JJHK-napenTudgunkanun
pacTtenmii. Bpiie Mbl paccMOTpenn BO3MOKHOCTH MOJIe-
KyJISIPHO-TEHETUYECKUX MOJXOJO0B JJIsI YCKOPEHUS U TIO0-
BbleHUs! 3 (PEKTUBHOCTH mpouecca cenekunu. OgHako
CEJIEKIIUSI — 3TO JIMIIIb OTHO 3BEHO MPOIIECCa, HAYNHAIOIETOCS
C TTOMCKA ITOJIE3HBIX T€HOB U NCXOTHBIX ()OPM JUISl CETICKINHT
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1 3aBCPUIAIOMICTOCS MPOU3BOACTBOM IMUIICBBIX MPOAYKTOB,
a JTIHK-TtexHOMOrMM MOTYT OBITH TOJIE3HBI HAa BCEX dTamax
LEMOYKH «IPEICENCKIMOHHBIC UCCIIETOBAHMS —CETCKLIUS —
perucTpanus copra—CeMEHOBOACTBO — TPOM3BOJICTBO 3epHA—
MPOU3BOJICTBO MYKH —KOHEUHBIH TPOIYKT».

3anaun, CBsI3aHHbIE C MICHTH(UKAIMEH TeHOTHIIA, MO-
I'yT BO3HHMKAaTh O 3aBEPILCHUU CO3/IAHMs COpTa — IIPH €ro
perucTpanyy WIin Ha Oojiee MO3IHUX dTanax IEeMOYKH.
B 4acTHOCTH, XapaKTePUCTHUKH, BBISBISICMbIC METOIAMH
JIHK-reHoTHnMpoBaHus, UMEIOT MEPCHEKTUBY BKJIIOYECHHUS
B CIICOK KPUTEPUEB ISl PETUCTPALMU COpPTOB. MexmyHa-
POXHBIN COIO3 O OXpaHe HOBBIX cOpToB pacteHuit (Union
Internationale pour la protection des obtentions végétales
(UPOV) — ¢paHI1.) peryaspHO TPOBOIUT COBEMIaHUS pabo-
Yell TpyNmbl 10 OMOXUMHUYECKUM, MOJICKYIISIPHBIM METOIaM
n JIHK-npodunuposanuro (Working Group on Biochemical
and Molecular Techniques and DNA-Profiling), cobupaer
9KCTIEPTHBIE OL[EHKH, KACAIOIINECs] BO3SMOXXHOCTHU HCIIONIB30-
BaHHUs ONPEACIICHHBIX TUIIOB U Ha60p0B METOJHUK IJIs1 I'€HO-
THITUPOBAHUS PA3INYHBIX BO3/IEIBIBAEMbIX BUIOB PACTCHUIT
(http://www.upov.int). B HEeKOTOpBIX cTpaHax MpeaIaraoTcs
KOMMEpYECKUe yCIyru cepTU(GUIMPOBAHHBIX KOMIIAHHH T10
JIHK-reHOTHITHPOBaHMUIO COPTOB pacTeHuit (mpumep: http://
www.omicusa.com/services/rice-variety-identification.html).

JHK-renotunupoBanue, a Takk€ METOJbI ONpeAeTIeHUs
TeHOTHIIA C NTOMOIIBI0 OMOXMMHYECKHX IOAXOI0B HCIIONb-
3yIOTCSl JUIsl KOHTPOJISI COPTOBOM NMPHHAIIC)KHOCTH U COp-
TOBOM YMCTOTHI CEMEHHBIX U TOBApHBIX NapTuil 3epHa. [lo-
JTIOOHBIH OTBIT €CTh Kak 3a pyOexkom, Tak U B Poccun (mpu-
mepsl: http://seedcert.oregonstate.edu/; http://www.vigg.ru/
institute/podrazdelenija/otdel-genetiki-rastenii/ispytatelnaja-
laboratorija/).

[ToMuUMO yCTaHOBIICHHUSI COPTOBOW MAECHTHYHOCTH 3€pHA
WM NPOU3BCACHHBIX U3 HETO NUILIEBLIX IMPOAYKTOB, MOT'YT
BO3HHUKATH 3aJa4H, CBA3aHHBIC C WACHTH(HKALMEH B Ipo-
JyKTaxX IpUMecei pa3InyHOro OMOJIOTHYECKOTO MPOUCXOXK-
nenust. Jis aToro Tpedyercsi METo] TeHOTHITUPOBAHMS, T10-
3BOJISIOIIHI TPOBOANTE PA3IHINs HE MKy COPTAaMHU OJHOTO
BHUJIa, 8 MEXK]TY Pa3HBIMH BUIaMu. [1oMCKOM YHHBEpCATbHBIX
IoAX040B K BI/IIlOI/IZleHTI/I(l)I/IKaLlI/II/I JKUBBIX OpPraHu3MoOB 3a-
Hstes B 2004 1. MexxxyHaponHbIid kKoHcoprmyM «LITpuxkon
xu3Hm» (Consortium for the Barcode of Life, CBOL http://
www.barcodeoflife.org). JIHK-murpuxkonuposanue (DNA-
barcoding) ncronp3yeTcs B HaCTOAIIEE BPEMs U TSI pEIICHHS
Pa3IMYHBIX OMOJIOTMYECKUX 33/1a4, M B IPAKTHYCCKHUX LENISX
(nnst upeHTH(GUKAMKE KOMIIOHCHTOB OHMOJIOTHYECKOTO TPO-
MCXOXJICHHS B COCTaBe MHUIIEBHIX MpoaykToB (Galimberti
et al., 2013)). BeIsIBIATh M ycTaHABINBAThH MTPOUCXOXKIICHUE
PaCTUTENBHBIX IPUMECEH B IPOAYKTAX [IUTAHUS IPEIUIOKEHO
¢ momonipio 3 pexruBHOro MeTona JIHK-renorunmpoBanms,
OCHOBAaHHOTO Ha aHAJIM3€ MMOIMMOP(H3Ma JUIMHBI HHTPOHOB
(Ponzoni et al., 2013). [y mpoBepKy OC3MITFOTCHOBOM AUCTH-
YeCKOH IHIIH Ha OTCYTCTBHE IPUMECEH OIPeIeNICHHBIX 3/IaKOB
WJIN K€ OTIPEJICTICHHBIX IIMAIMHKOIUPYIOMINX TeHOB TaKKe
pa3paboTaHbl CrielHaIbHbIE TECThI, OCHOBAHHbBIC Ha aHAJIN3E
JIHK (Dahinden et al., 2001; Martin-Fernandez et al., 2015).

Wnentnukanus TeHOB U TCHOTUTIOB UMEET Ba)KHOE 3Ha-
YCHUEC U Ha dTarax, npeaumeCTBYOIMnX CEJICKINHU. TaK, npu
HOMICKE MCXOJHBIX POJUTENBCKUX (POPM ISl CKPEIIUBAHHS
¢ nomompio JIHK-renoTHMpoBanmst MOXKHO OTOOpATh B TEHO-
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(honmax Hanbosee MOAXOIAIINE 00pa3Libl, HECYIIUE HYKHbBIE
BApPHUAHTHI ONPEAEICHHBIX TEHOB. DTOMY MPEIIECTBYIOT
TeHETHYECKUE UCCIIEA0BAHNS, HAIIPABICHHBIC Ha BBISIBICHHE
JIOKQJIM3AIMK TE€HOB Ha XPOMOCOMaX M MOAOOp JWArHOCTH-
yeckux JIHK-mapkepoB ans «MoHHUTOpUHIa» reHoB. K Ha-
CTOSIIIIEMY MOMEHTY Ha XpPOMOCOMaX MIICHHUIIBI C TIOMOIIBIO
JIHK-MapkepoB KapTHPOBAaHbI COTHU XO3SIHCTBEHHO LIEHHBIX
TEHOB M JIOKYCOB KOJIMUECTBEHHBIX Ipu3HakoB (Mclntosh et
al., 2015).

IIyremM Mapkep-KOHTPOIMPYEMOIO BBEACHUS IMOJIE3HBIX
TEHOB OT AWKUX BHUAOB B KyJIbTypHBIE (JOPMBI pacTeHUH
MOKHO II€JICHAIIPABICHHO CO3/1aBaTh MCXOJHBIM MaTepHai
Juist cenekuuu (Harpumep, (Timonova et al., 2013)).

be3 JIHK-renorunupoBanust He 000WTHCH W B TIpoIecce
MOCTOSTHHOTO TIO/IJICPKAaHUS U MOTOJIHEHHUS TeHO(POH0B
BO3/ICJIBIBAEMBIX PACTEHUI U UX COPOJUYEH KaK HCTOUHUKOB
MPUPOIHOTO TEHETHYECKOTO Pa3HOOOpa3us ISl 331a4 CelleK-
1. MeTo/Ibl TeHOTUITMPOBAHUS 00JIErYal0T CHCTEMATH3AIHIO
Mmarepuaia, BeIsBIsIIOT qyruimkanuu (Dobrovolskaya et al.,
2005), TO3BONIAIOT OIIEHUBATH BHYTPUBUIOBOE TCHETHUECKOE
pasznoobOpasue B koyuteknmsix (Huang et al., 2002; Mitrofanova
et al., 2012) u ero u3menenue ¢ reuennem Bpemenu (Khlest-
kina et al., 2004), a Taxxke pa3pabaTsIBaTh TECHOMHBIE ITACTIOPTA
coproB (XiecTkuHa u ap., 2004).

MOHEKynﬂpHO-I'EHETVIlIECKVIe nccaneaoBsaHnA

ANA ynpaBaeHnA TEXHONOrn4YecKumMm CBONCTBamMm
3epHa nweHubl

J17151 yCKOpEHHOT0 TTOTy4eHHsI COPTOB C 3aJaHHBIMH TEXHOJIO-
THYECKMMH CBOMCTBAMH BaYKHO MMETh MIPE/ICTABICHUE O T'e-
HETHYCCKUX MEXaHU3MaX, 00CCICUNBAIOIINX Pa3HOOOpa3ue
M0 TEXHOJIOTHYECKUM CBOMCTBAM 3€pHa M MYKH, 001aaTh
nH(popManuel o JIOKAJIU3aAUN U CTPYKTYpe T'eHOB, AeTep-
MHUHHUPYIOLIUX 3TH CBOWMCTBA, U BIIaJIeTh HAOOPOM JUarHo-
crraeckux JJHK-mapkepoB s skcripecc-0TO0pa reHOTHIIOB
B IIPOIIECCE CEJICKIINH, TO3BOISIOIIETO H30eraTh MPUMEHEHHUS
TPYAOEMKHX METO/IOB aHAJIM3a TEXHOJIOIMYECKUX CBOMCTB Ha
MPOMEKYTOYHBIX JTAMaXx.

Conep:axanne 0eJika ¥ CbIPO KJIeHKOBHHBI. Baxkneiimei
XapaKTEPUCTUKOM, UCIIOJIb3YEMOM, B YACTHOCTH, IIPU OLICHKE
Y [IPUEMKE BBIPAIIIEHHOTO 3€PHa, SIBIAETCS COAepKaHue Oeska
W KJICHKOBUHBI B 3epHE MIICHUIBI. CeleKIusi Ha BBICOKOE
coziepkanue OejKa CONpsDKEHa C ONPEEICHHBIMH TPYIHO-
cTAMH. Bo-TIepBbIX, B €10 TeHETHYECKHUH KOHTPOJIb, KaK ITOKa-
3bIBAIOT MHOTHE, B TOM YHCJIC U COBPEMEHHBIC HCCIIC/IOBaHNS,
BOBJICYEHO MHOTO T'€HOB C aJJINTUBHBIM d(dekrom (Morris
et al., 1973; Tarkowski, Otlowska-Miazga, 1976; Xpabpoga,
Maiictpenko, 1980, 1984; Groos et al., 2003; Prasad et al.,
2003). Bo-BTOpBIX, MI3MEHUHUBOCTH IO ITOMY NPU3HAKY TEC-
HO CBs[3aHa C O0IIel peakmnueii pacTeHust Ha a0HOTHIECKHe
n Onorndeckne Qaxropbl. OJHAKO €CIIM BBICOKHH ypOBEHb
coziepkanus Oeika M KJICHKOBUHBI )KECTKO KOHTPOJIUPYETCSI
CO CTOPOHBI TEHOMA, TO OH COXPaHsAETCs U IIPH BapbHPOBAHNHT
ycnoBuid cpesl. IIppuMepoM MOXET OBITH COPT IMIICHHUIIBI
JlnamaHT 2, KOTOPBIN COXpaHsAET BBHICOKHE MOKa3aTeNH 0
9TOMY TIPU3HAKy B JIOOBIX ycnmoBusx (MaicTpeHko u zp.,
1969; IMmrennunukoBa u ap., 2006). CoBceM HemaBHO OBLIO
[I0OKa3aHO, YTO JAAHHBII COPT HECET IUKUH TUIl aJLIEIIs] TeHa
NAM-B1 (Gpc-B1), onpenensioniero BEICOKOE COAepIKaHue
6enka B 3epHe (Asplund et al., 2013).
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Juist coneprkanus Oejka 4acTo HabIroIaeTCst o0parHasi Kop-
pensms ¢ ypoxxaHocThIo (Simmonds, 1995). Tem He MeHee,
Onarosapst pa3BUTHIO PadOT 110 TEHETHKE ITIICHHUIIBI, yAAI0Ch
BbIABUTH I'CHbI, UCTIOJIb30BaAHUE KOTOPBIX B CCJICKINH ITO3BOJIA-
eT TIpeoI0IeBaTh yKa3aHHbIe TpyIHOCTH (Tadi. 4). Hanbomnee
yOeTUTENEHBIM IPUMEPOM CTajla WACHTU(DHUKALUS B TCHOME
JKopacTye nmenunsl 7. dicoccoides rena, odecrieunBaro-
IIETO BBICOKOE cofiepykaHue Oenka B 3epHe, — Gpce-B1 (Joppa,
Cantrell, 1990; Deckard et al., 1996). OTot ren yaanocs repe-
J1aTh MATKOH MIIEHUIIE, Y KOTOPOH OH IIOBBILIAJI COAEPKAHUE
0eJKa B 3epHe, HO OKa3bIBAJI JIUIIb HE3HAUUTENBHBII OTpHIIa-
TEJBHBIN () (PEKT HA yPOKANHOCTD U APYTHE XO3IHCTBEHHO
uennsie npusnaku (Deckard et al., 1996; Kovacs et al., 1998).
Gpc-B1 neranpHO n3ydeH Ha MOJIEKYIISIPHOM YPOBHE, IUTSI HETO
paspaboransl Auarnoctudeckne Mapkepsl (Mesfin et al., 1999;
Khan et al., 2000; Distelfeld et al., 2006; Uauy et al., 2006),
3 (PEeKTHBHOCTD MCIIOIb30BAHMUS KOTOPHIX B CEJIECKIIMH ITIIIe-
HHIIBI HA COIepKaHKe OerIKa IOy riIa MHOXKECTBO TTOTBEPIK-
nenuit. Harpumep, Vishwakarma u ip. (2014) ncrionb3oBanu
JTUarHocTuaeckuii Mmapkep Xucwl08 nns BBenenus Gpc-Bl
B DJIMTHBIM COPT MIICHUIIBI, @ TAKXKe 86 MUKPOCATEIUTUTHBIX
MapKepoB Ui KOHTPOJIMPYEMOIO BOCCTAHOBIICHHSI T€HOMA
COpTa-peLUIIMEHTA B XOJI€ BO3BPAaTHBIX CKpEIIMBaHUN. B pe-
3ynbTare 3a 2,5 roja (MATh BEreTallMOHHBIX MTEPUOIOB) TeH
Gpc-B1 6bu1 BBelieH, coepkanue Oenka Bo3pociio ¢ 10 1o
13—17 %, a TeHOM 3MUTHOTO COpPTa BOCCTAHOBICH B J0UEp-
HUX JUHUSIX nouTd Ha 90 %. MonekynspHO-TeHETHUECKOe
KapTUPOBAHHUE TO3BOJIIIIO BBISIBUTH U APYTHE T'€HBI (JIOKYCHI),
KOHTPOJIMPYIOIIME BEICOKOE COAepKaHue OeiKa, Harpumep,
OGpc.ipk-7B (Khlestkina et al., 2009), QGlc.ipk-5B u QGlc.
ipk-74 (IlmennynukoBa u ap., 2008). OGpc.ipk-7B Taxxe
HE OKa3bIBaJ OTPUIATENBLHOTO 3(D(heKTa Ha TPOXYKTUBHOCTD
(Khlestkina et al., 2009).

MyxkomouibHBIe cBOlicTBA. PriHOUHAs kiaccudukanus
COPTOB MSTKOH TIIEHUIIBI OCHOBAHA, B IEPBYIO OYEPEb, Ha
XapaKTepHCTHUKaX TEKCTYphl SHAOCIEpPMa, 00YCIIOBIMBAIO-
e MPOU3BOACTBCHHOE Ha3HAYCHUE MYyKHU (CcM. Tadi. 1).
TBepro3epHOCTH, OnpeaensiemMasl Yepe3 AuaMeTp YacTHIL
MYKH TIPH Pa3MoIie, KOHTPOIUPYETCs JJOKycoM Ha, KOTOpBIi
HaXOAMTCS B KOPOTKOM Iutede XpoMocoMbl SD. OH cofepkut
B CBOEM COCTaB€ HECKOJBbKO reHoB: Pina-DI u Pinb-Dl,
kopupyrommx 6enku-myponnnonunsl (PINa u PIND), u ren
GSP1, xonupyromuii 0elI0K «MsIrKO3epHOCTH». BMecTe oHu
(hOpMHPYIOT CIIOKHBIN OETIOK (PPHAOHITIH, JTOKATHN3YIOIITHIACS
Ha IMOBEPXHOCTH KPAXMAJIbHBIX I'PaHyIl y MIIEHHUIIBI C MSTKOH
TekcTypoil sugocnepma. Ilypounnonunsl u GSP1 npucyt-
CTBYIOT M Y TBEPAO3EPHBIX COPTOB MSTKOW IMIICHUIIBI, HO
CTETICHb UX a/I'€31H Ha IIOBEPXHOCTH KPaXMaJIbHBIX IPAHyI
MEHSIETCSl K KOPPEJIUPYET CO CTENEHBIO TBEPI03EPHOCTH B 3a-
BHCHUMOCTH OT COYETAaHUS PA3HBIX ayuienie reHoB Pina-D1
u Pinb-D1 (Turner et al., 1999; Ikeda et al., 2005; Ram et al.,
2005; Chen et al., 2006). /luarHocTH4yecKue MapKepbl K reHaM
Pinawn Pinb (Gautier et al., 1994; Giroux, Morris, 1997, 1998;
Tranquilli et al., 1999; Li et al., 2008; Huang, Bralé-Babel,
2011; cM. Tabi. 4) UCTIOJB3YIOT JUIsl OLIEHKH CENIEKIINOHHOTO
Marepuaia u copToBbix Komuteknuii (Chen et al., 2006; Eagles
et al., 2006; Wang et al., 2008).

CTeKI0BUAHOCTD — MPU3HAK, YUYUTHIBAEMBIN ITPU pa3ind-
HBIX BHJAX OLICHKM Ka4yecTBa 3epHa U MykH B Poccum, xop-
pEIHpyeT ¢ TBEPJO3EPHOCTHIO, OJHAKO HE PAaBHO3HAYCH CH.
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YpOBeHb CTEKJIOBUIHOCTH OIIPEJICINISIET HE TOIBKO BBIXOJL BbI-
COKOKa4eCTBEHHBIX (hpaKkmmii MyKd (KpPYIIOK) TIPU pa3Mode.
C Hell cBsI3aHa JOCTYITHOCTB Kpaxmasa OeJIKOBO-KpaxMaIbHO-
'O KOMILICKCA ISl POXOKEH MTPU PACCTOMKE TECTa UITH, HA000-
POT, LIEJIOCTHOCTH KPaXMaJIbHBIX TPAHYJ IPH U3TOTOBICHUHT
KOHJIUTEPCKUX M31eiri. CTEKIIOBUIHOCTD M TBEPIO3EPHOCTD
HE PAaBHO3HAYHbI U TEHETUYECKU. TaK, B KapTUPYIOLIEH 011y~
ssiuu ['TMI, nenonb30BaHHOM [U1s1 TOMCKA JIOKYCOB, aCCOLIUU-
POBaHHBIX C TEXHOJIOTMUECKUMH CBOICTBAMHU 3€pHa, B paiioHe
rena Ha Ha xpomocome 5D 0butn kaprupoBanbl QTL oxHo-
BPEMEHHO JJIs CTEKJIOBUIHOCTH ¥ TBEP103epHOCTH. OIHAKO
Ha xpomocomax 2D n 3A ObuTH KapTHPOBAHbBI HE3aBHCHUMBIE
raBHble JIokycol QViripk-2D n QVir.ipk-34, cBsi3aHHbIe cO
crexnoBuaHOCThIO ([TmenmaamKoBa 1 1p., 2008). MHTEpecHo,
uto QVtripk-3A coBmaaai 1o MoJOKEHUIO C paHee HalIeH-
HbIM JIOKYCOM, CBA3aHHBIM C MYKOMOJIbHBIMU ITOKa3aTeJIsIMU
B Ipyroii KapTtupytomei momymsnuu (Parker et al., 1999).
C npyroii croponst, QVir.ipk-2D Obl1 KapTHPOBAaH B OTHOM
nonoxeHuu ¢ maccor 1000 3epeH — BaXKHOM MyKOMOJIBHOM
TMOKa3arese, ONpeIeIOIIEeM BBIX0 MyKH ITpH pa3mode. st
9TOTO NMPHU3HAKA KAPTHPOBAHO MHOKECTBO JIOKYCOB B TCHOME
MILIEHUIbI, TOYTU B KaxkJoi xpomocome. [IpakTuueckoro
BHUMaHHMS 3aCITyKHBAIOT JIOKYCBI, JJIsI KOTOPBIX TO100paHbl
muarHoctrdeckne JJTHK-mapkepst (cM. Tabi1. 4). B wactHOCTH,
renbl TaCwi-Al (Maetal., 2012) u TaGW2-6A4 (Suetal.,2011)
OBUTH NIEHTU(UINPOBAHBI B XpOMOcoMax 2A 1 6 A TIIICHUTTBI
ITyTEM ITOMCKA COOTBETCTBYIOIIMX T'€HOB-OPTOJIOTOB M3 TCHOMA
puca. Onu natot npudasky mno 2,4 u 3,0 r x macce 1000 3e-
peH cooTBeTCTBEHHO. K HUM 1MOJ00paHbl TMarHOCTUIECKNE
JIHK-mapkeps (cM. Tabm. 4). B cenexnm Takke MOXeT ObITh
ucnosb3oBal Jokyc QTgw.ipk-7D, nepeHeceHHbIl B COPT
MSTKOH HIIEHUIB! Prinz OT CHHTETHYECKOTO I'eKCarIon/a.
OH KapTHPOBaH B MHTEPBAJIC MUKPOCATEIUINTHBIX JIOKYCOB
Xgwm295-Xgwm 1002 nuctanbHOTO palioHa XPOMOCOMBI
7DS4-0.61-1.00 (Roder et al., 2008).

Peonoruyeckne cBOiicTBa MyKH U TeCTa. DIaCTUYHOCTD
TECTa ONPEALCIIACT €ro IMIPUTOAHOCTD AJId TOTO WJIM HHOT'O BUda
MYYHBIX m3ennit (cM. Tadi. 1). B Poccun Hanbonee mmpoko
YHOTPEOISIOT APOXKIKEBOM XJ1€0, JUIsl KOTOPOro Tpedyercst
MyKa C BBICOKOW CHJION M cOalaHCUPOBAaHHOW yNPYTOCThIO
U PacTSKMMOCTBIO, KOTOPBIE, B CBOIO O4epelb, 00y CIOBINBA-
0T BBEICOKHE XJIeOOTIeKapHbIe KauecTBa. PU3NKO-XUMHYECKIE
CBOMCTBa TecTa 00ecreynBatoTcss 00pa3oBaHUEM B IIPOLIECCe
3aMeca MyKH CIIO)KHOTO HEPEPBIBHOTO TPEXMEPHOTO OEIIKO-
BOTO MaTPHKCa, COCTOSIIIETO U3 MHOXKECTBA 3aITaCHBIX OCIIKOB
9HAOCIEpPMa Pa3IMYHOTO0 AMUHOKHCIOTHOTO cocTaBa. Ero
(hopMHpOBaHNE — CITOKHAS IIETTh OMOIOTUIECKUX MTPOIECCOB
OrocHHTE3a, HAXOSIIMXCS T10]] KOHTPOJIEM MHOTHX T€HHBIX
cerell. B Hacrosiiee BpeMst XOpOIIO U3yUYeHa POlb 3allaCHbIX
0eTTKOB 3epHOBKM — IIMAIMHA W TIIIOTEHHHA — B 00pa3oBa-
HUHM KJIeHKoBUHBL. Ecni mmaauHbl, 00pasyromye JIHHHbIE
JIMHEITHBIE MOJICKYJIbl, OTHOCUTEIBHO MaJIO BIHSIIOT Ha CHILY
MYKH, TO TIIOTEHHHOBBIE OCNTKH, CIIOCOOHBIE 00pa30BHIBATH
MEKMOJIEKYIISIPHBIC TUCYITb(MHTHbIE CBSI3U, HTPAIOT OOJIBIIYTO
poiib B pOpMUPOBAHHUH TPEXMEPHOM CTPYKTYPbI KIICHKOBHHBI.
[TosToMy amenu, KOAUPYIOMIHE OEIKH C BBICOKOM KOHIICH-
Tpanuel CepocoAepKaAIMX aMHHOKUCIIOT, OJIaronpHUsITHBI
JUIsL COPTOB XJICOOIIEKapHOTo Ha3HAYEHUs. DTO, MPEK/IE
BCET0, aJJIeNTl BRICOKOMOJIEKYIsIpHOTO TimoteHnHa Glu-Ala
u b B xpomocome 1A u Glu-D1d B 1D (Cornish et al., 2006),
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Mpu3Hak

NHdopmauma ans otbopa no reHoTvny (OCHOBHbIE MPUMEpPbI)

macca 1000 3epeH

TaCwi-AT/2AL

(ncToyHmk: Doumai)

TaGw2-6A/6A

(MCTOYHMK: IOXHble MieHuLbl Knutas)
QTgw.ipk-7D

(McTOYHMK: Prinz)

CW121,CW122
CAPS-mapkepbl

Xgwm1002

Ma et al., 2012
Suetal, 2011

Roder et al., 2008

CTEKNOBMNAHOCTb

CopepaHue benka
N CbIPOW KNEeNKOBUHbI
B 3epHe

cuna Myku
(anbBeorpad)

ynpyrocTb
(anbBeorpad)

PacTAKNMOCTb
(anbBeorpad)

BOZOMOMNOTUTESNIbHASA
CNoco6HOCTb

(no papuHorpady)

Bpems
ob6pa3oBaHuA TecTa
(no dapuHorpady)

QVitr.ipk-2D

(MCTOYHMK: cnHTETUK W7984)
QVitr.ipk-5D

(ncTouHmk: Opata 85)
QVitr.ipk-3A

(ncTouHmk: Opata 85)

Pina-D1/5DS
Pinb-D1/5DS

Gpc-B1/ 6BS (uctouHunku: ND683,
Yecora rojo, Anza, Kern)

Gpc-B2 (7BS)

QGlc.ipk-5B

(MCTOYHMK: cnHTETUK W7984)
QGlc.ipk-7A

(MCTOYHMK: cUHTETUK W7984)
QWgc.sdau-6D

(nctouHmk: Chuan 350505)

Glu-1 v Glu-3 (annenu BbICOKO- 1 HU3-
KOMOJEKYNAPHBIX MIOTEHVHOB)

QDse.icg-4D

(ncTouHmk: CapaToBckas 29)
QDse.ipk-5DL (nctouHumk: Opata 85)
QDstren.upm-2AS (nctounnk: Marius)

QTen.ipk-1BL
(ncTouHmk: Opata 85)
QTen.ipk-4BL
(ncTouHumk: Opata 85)
QDten.upm-2AS
(ncTouHmk: Marius)
QDten.upm-1DL
(ncTouHmk: Cajeme71)

QExt,ipk-TAL

(ncTouHmk: Opata 85)

QDext.upm-5AS (nctounnk: Cajeme71)
QDext.upm-1DL (nctouHmK: Marius)

QFab.crc-4D

(nctounuk: AC Domain)
QFwa.mna-1A

(MCTOYHUK: NHUA MN99394)

QDdt.mna-1B

(MCTOYHUK: NHUA MN99394)
QFddt.crc-1B

(ncTouHmk: RL4452)

Xcdo1379

Xfba393b

Xuhw89, Xucw108, Xucw109
Xgwmb537

Xtam72c

Xcdo475b

Xswes426b

Pap BOMUHaHTHBIX 1 Kofo-
MUHaHTHbIX [LIP-mapkepoB

benkosble Mapkepbl,
onpegensemble C MOMOLLbIO
SDS-anekTpodopesa
Xgwm165

Xsud30
Xwmc522

Xcdo1189
Xcdo1312a
Xwmc522, Xwmc177

Xcfd92, Xgdm 126

Xmwg55 (Glu-A1)

Xgwm304, Xgwm293
Xcfd92, Xgdm 126

Xwmc473

XwPt1782-XwPt231

Xgpw93013c

Xgwm403-Xgwm274
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OKoHuaHue Tabn. 4
MpusHak NHdopmauma ans otbopa no reHoTrny (OCHOBHbIE MPUMEpPbI)
leHbl/nokanu3auuna (MCTOYHMKN) NHK-mapkepbl
CTabunbHOCTb Glu-D1 Umn26
(no dapuHorpady) (ncTouHmk: nuHMA MN98550)
QFsta.crc-4B Xwmc617-Xgwm540
(nctouynmk: AC Domain)
pasxmKeHne Glu-D1 Umn26
(no dpapuHorpady) (ncTouHmK: nuHMA MN98550)
QFtbd.crc-1B Xgwm131-Glu-B1
(nctoynmk: AC Domain)
LiBeT myku QTL/7AL Xwua26.4
(ncTouHmk: Schomburgk)
Psy-B1 Pap STS-mapkepos
Lpx-B1 LOXA-L/R

KOTOpBIE LIeJIEHAIIPABICHHO BBOST B COpTa MiIeHuIbl. Hus-
KOMOJICKYJISIPHBIC TITIOTCHUHBI, KOAUpYeMbIe JoKycoMm Glu-3,
TaK)Ke TECHO KOPPEIHUPYIOT C AMACTUYHOCTHIO TecTa (Juhasz,
Gianibelli, 2006). Anmnenu Glu-A3d v Glu-B3b onoxuTeabHO
BIIMSIIOT HA CHITY MyKH. OIHAaKO MHOTOKOMITOHEHTHOCTb 3TOH
IPYIIIbI OEITKOB, MX CXOZCTBO [10 aMHHOKHCIIOTHOMY COCTaBYy
C TIMaJHaMH, a TaKkKe TECHOe CIeryieHne JoKycoB Gli-1
n Glu-3 B XpOMOCOMax IepBOi TOMEOJIOTHYECKON TPYIITBI HE
MO3BOJISIIOT TIOKA HAJISKHO UCIONB30BaTh UX JJIS CEJICKIHH.

MHOTO JIOKYCOB, aCCOIIMUPOBAHHBIX C Pa3HOOOpa3UEM TIO
PEOJIOTMYECKUM CBOICTBAM MYKH U T€CTa, 00HAPY KUBAIOTCS
B JKCIIEPUMEHTAaX C MCIIOJb30BaHHEM KapTHPYIOUUX I10-
mynanuit (cM. Tabm. 4). OdeHs 4acTo OHM KOJIOKAJTU3YIOTCS
C TeHaMH, KOAMPYIOIIMMH 3alacHble OCKM B XPOMOCOMAx
[IEpBOM I'OMEOJIOTHYECKOU Ipynmbl. BmecTte ¢ TeM 4dactb
JIOKYyCOB KapTHPYeTCs B JPYIMX XpOMOCOMax reHoma. Tak,
B pabore McCartney u ap. (2006) JTOKyCBI U1l CMECHTEITBHBIX
CBOMCTB (110 MUKcorpady) ObUTH KapTHPOBAHbI B paiioHe re-
HOB Glu-B1 v Glu-B3, a Takxke Ha xpomocomax 4B, 4D u 7D.
B pabore ¢ ucnonp3zoBanneM Kaprupytomei nomyssn [TMI
CHJIa MyKH U YIPYTOCTb ObLIIM KapTUPOBAHBI B JUIMHHOM ILIEUE
xpomocoM 5D, a pacTspkuMOCTh ObLTa acCOIMUpPOBaHA C JIO-
KycoM B paiione rena Glu-A1 (ITmennunukosa u ap., 2008).
['maBHBIH JIOKYC 17151 MHOTUX CMECHUTEIBHBIX XapaKTEPHCTHK
TecTa OBUT Hal/IeH B KaHAJCKON KapTHUPYIOIMIEH MOMyIISIA
B Xpomocome 4D B paiione sokyca Xwmc52 (McCartney et
al., 2006). UuTepecHo, uro B xpomocome 4D, B Oiau3koM
palioHe 3TOW XpOMOCOMBI B paifoHe Mapkepa Xgwml65
y copra CaparoBckas 29, o0najgaromero BeJINKOICITHBIMU
PEOJIOrMYECKMMHU CBOMCTBAMU TECTa, TaKKe ObLI KapTHUPO-
BaH JIOKYC, aCCOLIMMPOBAHHBIN C CUIIONH MYKHU U YIIPYTOCTbIO
(Pshenichnikova et al., 2012).

LBeT mykn. bennzna Myku oTpakaet ee COpTHOCTh. Uem
MEHBIIIE B MyKe OTPyOUCTBIX YacTHI], TeM OHa Oenee. B Ha-
CTOsIIIIEe BPeMsl, Kak MPaBHIIO, IIPOBOAAT XUMHUYECKOE 0TOe-
nuBaHue MyKH. 11 oTOGIMBAHUS Yallle BCErO MCIOJNB3YIOT
nepokcua kanpnug (E930) n mepoxenn 6ensomna (E928).
OnHaKo IBET MYKH M NMOTPEOHOCTH B OTOEIMBAHHU MOTYT
OBITH OTpEryJIMpOBaHbl Ha reHETHYEeCKOM ypoBHe. Parker
¢ xommeram (1998) mokasany, 94To BIMSHHE HA [IBET MYKH,
C O/IHOW CTOPOHBI, TEHOB H, C JPyroil CTOPOHBI, (pakTopoB
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Carrera et al.,, 2007

OKpY KaroIIeH cpeibl COOTHOCHUTCS IpuMepHO Kak 2: 1. [Tpak-
THYECKHU B KaXKJI0i XpOMOCOME MIICHUI[BI HAlICHBI JIOKYCHI,
KOTOpBIE BIUSIOT Ha OKpacKy nuenuis (Balyan etal., 2013).

L{BeT MyKkH TaKsKe IPUCYI] COPTaM MIISHUIIBI, BEIPaOaThl-
BaroOIMM MHOTO KaporuHouoB. Parker m Langridge (2000)
OTMETHJIH, YTO MHOTHE COBPEMEHHBIE BBICOKOIIPOAYKTHBHbIE
COpTa MATKOH IIIEHHIBI UMEIOT MOBBIIICHHOE CONepIKaHUe
9TUX NMHUTMEHTOB MyKe. ['©HBI MIICHUIIBI, yYaCTBYIOLINEC
B OMOCHHTE3€ KapOTHHOMI0B, Xopoino u3BecTHbl (Ficco
et al., 2014). IIpennoxen psan JHK-mapkepos mst otdopa
TCHOTHIIOB C 33/IaHHBIM YPOBHEM KapOTHHOWIOB M IIBETOM
myku (Parker, Langridge, 2000; Elouafi et al., 2001; He et
al., 2009; cm. Tabum. 4).

OOecuBeunBaHNEe MyKH MOXET OBITH 00YCIIOBIEHO BBICO-
KO aKTHBHOCTBIO (hepmeHTa Jiunokcurenassl (Borrelli et al.,
1999). AKTHBHOCTH JMITOKCUTEHA3BI CBS3aHA C JIOKYCOM Ha
xpomocoMe 4BS mIeHuIsl, XOpoIo U3y4YeHHOM Ha MoJe-
kyisipaoM ypoBHe (Hessler et al., 2002; Zhang et al., 2015).
Paspabortansr JTHK-mapkeps! 171 KOHTPOJS aKTUBHOCTHU
atoro ¢epmenta (Carrera et al., 2007; Zhang et al., 2015).
[ToremMHeHUE MTPOLYKTOB, MPOU3BEACHHBIX M3 MYKH, MOXKET
OBITH CBSI3aHO C aKTHBHOCTHIO (pepMeHTa Mon(eHOTOKCH-
nassl (Zheng et al., 2013). Pesynbrarsl, nomyuennsie Chang
u ap. (2007) u Fuerst ¢ komteramu (2008), yka3bIBaroT Ha I0-
TEHIUAIBbHYIO BO3MOXKHOCTH KOPPEKTHPOBKU YPOBHSI ITaHHOTO
(epMeHTa HA TECHETHYECKOM YPOBHE.

Ha 1Ber Myku Takke MOTYT BIIMSTH COAEp)KaHUe Oelika
B 3€pHE, CTEKIOBUIHOCTB, TBEPIIO3EPHOCTH, pa3Mep U popma
3epHa M OKpacka ceMeHHoI obonouku (Zhang, Tian, 2008), xo-
TOpbIE TAK)KE HACJIEAyI0TCsl. B yacTHOCTH, OKpacka CEeMEHHOM
000JIOYKN KPaCHO3EPHBIX COPTOB ONpPENEINSETCs TeHaMH R,
AKTUBHPYIOLIMMH CHHTE3 MUTMEHTOB MPOaHTOLUAHHHHOB
(Mclntosh et al., 2015). HedyHkinonanbHble BapHaHThI
reHa R B 0€J03epHBIX COpTax WACHTU(PHUIMPOBAHBI, U Pa3-
paboransr JIHK-mapkepsr gt cenexiun (Himi et al., 2011).

CaoiicTBa kpaxmana. OJMH U3 OCHOBHBIX KOMIIOHEHTOB
NIIEHIYHOW MYKH — KpaXMaJl, €r0 OTHOCHTEIIBHOE COflepKa-
HHE U XUMHYECKUI COCTAB BIUSIOT HA KA4Y€CTBO IPOIYKTOB,
MOJIy4aeMbIX U3 MIIeHUIbl. Kpaxman npejacrasiser coboi
HOJIUMEP TJIIOKO3BI, COCTOSAIINI U3 IBYX Pa3INYHBIX THIIOB
CTPYKTYp: aMIJIO3bl (JIMHEHHBIA MOJIUMEP) M aMHIONEKTH-



Molecular genetic approaches for control
of wheat grain technological properties

Ha (pa3BeTBJeHHasl CTpyKTypa). KitoueBbiM (hepmMeHTOM
B CHHTE3€ aMHJIO3bI ABJISIETCS TPaHyJIOCBsI3aHHAs CHHTETa3a
kpaxmana [ (GBSS I), kotopyro komupyror renst Waxy (Wx-A1,
Wx-Bl n Wx-D1 (Nakamura et al., 1993)). ¥ nmenuus
BCTPEYAIOTCS YACTHYHbIC HITH MOJIHBIE (110 BCEM TPEM IreHaM
Wx) mytanTsl. CTeneHp BAMSHUS Ha COJAEP)KaHUE aMHUIIO3bI
yObIBaeT B psiny Wx-B1>Wx-D1>Wx-A1 (Yamamori, Quynh,
2000). Y moaHBIX MyTaHTOB KpaxXMaJl COCTOUT TOJIBKO U3 aMH-
nonextuHa. CHHTE3 aMHIIONIEKTHHA OoJiee CIIOKEeH U TpedyeT
y4acTusi HeCKOJIbKUX (epMeHTOB. COOTHOLICHUE aMUIIO3bI
W aMHJIONEKTHHA — BaXKHBIN 1TOKa3aTeNb /I TPOU3BOACTBA
Pa3IUYHBIX U3/EIH, KPOME TOT0, YMEHBIICHHE KOJTMYECTBA
aMMJI03bI MOXKET MOJIOKUTEIBHO BIIUATH Ha CPOK XPaHEHUsI
x11e0600ymounsx m3nenni (Kmmmymmnaa u gp., 2010). B Ha-
CcTosIIee BpeMs pa3pabOTaH psiJi ANArHOCTHIECKUX MapPKEPOB
JUISE MyTaHTHBIX BapuaHTOB reHoB Waxy (Shariflou, Sharp,
1999; Vrinten et al., 1999; McLauchlan et al., 2001; Shariflou
et al., 2001; Nakamura et al., 2002; cm. Tabmn. 4), KOTOpbIC
MO3BOJISIFOT YIPABJIATh COOTHOILICHUEM aMHJIO3bl U aMHJIO-
MEKTUHA y CO3/IaBAE€MbIX T€HOTHUIIOB MIIEHHUIIBI U BKJIIOUCHBI
B ceneknnoHHbN niponecc (Randhawa et al., 2013).

Cpencrsa, npeiaraemMble JUiss YCKOPEHHUsI CO3JaHus CO-
PTOB € 3aJaHHBIMM TEXHOJIOTHYECKHMHU CBOICTBAMHU 3€pHa
U MYKH, HE HCUEPIIBIBAIOTCS] IPUBEICHHBIM HA0OPOM TeHOB
M MapKepoB MiIeHHIb! (cM. Tadu. 4). [TocTosHHO HIyT HC-
CJIeIOBaHMA 10 pa3paboTKe HOBBIX MapKepoB (Hampumep,
B 2014 1. Liu u ap. mapkupoBaiau 27 JIOKyCOB, CBSI3aHHBIX
C TEXHOJIOTMYECKUMHU CBOMCTBAMU 3€PHA U MYKH O3UMOH
MIIEHNIBI) U TIO BBISIBICHUIO HCTOYHUKOB HOBBIX T€HOB HITH
HOBBIX YJIy4YIICHHBIX BAPUAHTOB YK€ U3BECTHHIX TeHOB. I1o-
MCK IPOBOANTCS KaK CPE/IN MMEIOIIErocst FeHO(pOH /12 MSITKO#
MIIEHUIIBI, TAK U C TIPUBJICYEHHEM OJT3KOPOJCTBEHHBIX BU/IOB
MIICHUI] ¥ STHIIONCOB. Tak, aHaJIN3 KOJUICKIIMU COBPEMEHHBIX
U CTapOJaBHUX SIPOBBIX COPTOB MSTKOH ITIIEHHIIBI, KOTOPBIE
BhIpamyBannuck B CuOMpH Ha MPOTsDKEHNH XX B., TOKa3all
3HAYMMO OoJjiee BBICOKMH YpPOBEHb KJICHKOBHHBI, BBICOKYIO
YIPYIOCTh M PACTSIKMMOCTh T€CTa Y CTapOJaBHUX COPTOB,
BO3/IEJIBIBAEMBIX B NIEPBOM 10JI0BUHE XX B., 10 CPABHEHUIO
¢ coBpemenubsiM (Morozova et al., 2015). Mner padota mo
WIeHTH(HUKALUY T€HOB CTapOJaBHUX COPTOB M pa3paboTke
JMarHOCTHYECKUX MAapKEPOB, HEOOXOMMBIX ISl BOBJICUCHUS
BBISIBJICHHOTO T€HETHYECKOTO TOTEHIMAa B CEJICKINIO Ha
Ka4eCTBO 3€pHA MATKOM MIICHUIBL.

I'eHBl ONMM3KOPOJICTBEHHBIX BUAOB (Pa3IMYHBIX BHUJIOB
IIICHNI] ¥ 3THIIOTNICOB) MOTYT CTaTh HCTOYHHKOM JUIsl pa3HoO-
00pa3zus 1o TeXHOJIOTHYECKUM CBOMCTBAM 3€pHa MILICHHUIIbI,
MPUMEPOM TOMY CITyXKHT YHOMSHYTbIH Bbiiie Gpc-B 1, nHTpO-
TPECCHPOBAHHBII B TEHOM MSTKOH IMeHuns! ot 1. dicoccoi-
des. BmecTe ¢ HUM U JIpyTHe FeHbl OJIM3KOPOJICTBEHHBIX BUIOB
MOKHO HCIIONIB30BaTh AJISI YBEIUUCHUSI COEPKAHUS Oenka
B3epHe Msrkoii muennnsl (De Pace et al., 2001; Zanetti et al.,
2001; Kunert et al., 2007) 1 ay1st yny4ieHus X1e00neKapHbIX
cBoiicTB (Garg et al., 2014). MicTouHrKaM# BBICOKOTO COZIEp-
JKaHWsI KIICHKOBHHBI B 3¢pHE MOT'YT OBITh BUIBI 1. timopheevii,
Aegilops speltoides (Pshenichnikova et al., 2015), a Taxxe
Ae. markgrafii. llocnennuii Bua MoOXeT OBITh HCTOYHHKOM
HE TOJIBKO 3TOTO NMPHU3HAKA, HO U TOBBIIICHHONW CTEKJIOBH/I-
HoCTH U (hu3ndeckux cBoiictB Tecta (Ermakova et al., 2011).

C npuMeHEeHHEeM 3HaHUI U METOJ0B COBPEMEHHOU TeHe-
THKH TIICHAIBI MOXKHO HE TOJBKO T0OMBATHCST YCKOPEHHOTO
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TMOJTY4YCHUA COPTOB MIIEHUIIBI C 3a/TaHHBIMU TEXHOJIOT'MYCCKU -
MM CBOMCTBaMH 3epHa M MyKH, HO U PelaTh 0COObIe 3a/1a49H,
HarpuMep, CBSI3aHHBIC C MOJYYCHHEM THNOAIICPreHHON
muennnsl (Waga, Skoczowski, 2014). [Tonyuenne «Ge3rio-
TCHOBBIX» COPTOB II03BOJIUT OTOMTH OT MPAKTHKH MOJIHOTO
MCKJIFOUCHHS U3 PALIMOHA JIFOJeH, OOJTBHBIX LeTHaKUeH, po-
JAYKTOB, TPOU3BCACHHBIX 13 MIIEHUYHON MYKH, U TEM CaMbIM
COXPAHMTB JUISI HUX BO3MOKHOCTb yIIOTPEOICHHS MHOXKECTBA
MHUTATENBHBIX BEIIECTB 1 MHUKPOAJIEMEHTOB, COJCPKALINXCS
B 3€pHC MNIICHUILIBI.

Pe3ynbraTbl MHOTOJICTHUX HCCIIEJOBAaHMH B 00/1aCTH TeHe-
THKH TIIEHUIBI TI0Ka3aJId, YTO B OCHOBE Pa3JIMuuil 10 XJje-
GomexapHOMY Ka4eCTBY JIKUT TeHETHIECKoe pa3HooOpasne,
3aiiokeHHoe B coprax. COBpeMEHHBIH ypOBEHb HCCIIEIOBAHUH
O3BOJISIET pa3padarbiBath auarnocrudeckue JJHK-mapkepst
JUIS1 YCKOPEHHOH CEJEKINH MIIEHUIIBI C 33JaHHBIMHU TEXHOJIO-
THYECKHMH CBOMCTBaMU 3epHa 1 MyKku. TakumM o0pazom, pac-
HIMPSIIOTCS BO3MOXXHOCTH JIJISI PELISHHsI 33/1a41 00ecredeHust
XJIeOOTIEeKapHBIX MPEANPHUATHI KaYeCTBEHHBIM CBIPBEM IS
MIPOM3BOJICTBA XJie0a — TPAAUIIMOHHOTO PYCCKOTO MPOIYKTA.

bnarogapHocTn

duHaHCOBOE 00CCIICUCHNE UCCIIEIOBAHNH OCYIIECTBISIIOCH
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cTBeHHOTO 3a7anus (mpoekT Ne 0324-2015-0005).
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IIpumeHneHnne [ITHK-MapKepoB B COBPpeMEeHHbBIX
CeJICKILIMIOHHO-TeHeTNYeCKNX MCC/IeJOBaAHNAX

BMHOTpaja

E.T. Viabunikas @, M.B. Makapkuxa

DepepanbHoe rocyaapcTBeHHOe blofKeTHOE HayuHoe yupexaeHne «CeBepo-KaBKa3cKuii 30HasbHbIN HayYHO-UCCNe[0BaTeNbCKUA UHCTUTYT

CafioBOACTBA 1 BUHOrpagapcTaa», KpacHoaap, Poccuns

B nocnepHee Bpems Bce 6onee BaxHyto ponb nprobpetatot JHK-Tex-
Homnoruu, Kotopble 3GGeKTUBHO MOTYT ObITb UCMOMb30BaHbI /1A ONTH-
Mu3auun cenekummn. Bunorpag Vitis vinifera L. — ogHO U3 gpeBHenwmnx
1 LeHHENLINX KYNbTYPHbIX pacTeHuin. B ctaTbe npuBeaeH 063op
OCHOBHbIX MVMPOBbIX JOCTUXKEHWI B 0611aCTN TeHETUKIN 1 CeneKLmn
BMHOrpaja C neproja CeKBeHNPOBaHMA reHOMa BUHOMPaHOro pac-
TeHuA. Mpouecc co3aaHna HOBbIX GOPM BUHOTPaAA, Kak 1 BCeX Kyib-
TYPHbIX pacTeHUiA, 6a3npyeTcs Ha UCMOSIb3OBAHUN CYLLECTBYIOLLEFO
reHeTnyecKoro pasHoobpasus. o 3To npuunHe npobnema petanb-
HOro n3yyeHus reHodoHga poga Vitis: arkopacTyLmx nonynaumin

1 COPTOB, CO3/AaHHbIX YENIOBEKOM Ha NPOTAXEHUN AANTENbHON NCTO-
puvu BO3aesNbIBaHMA JaHHON KyNbTypbl, — C KaXblM rofjoM CTaHOBUTCA
BCe aKTyanbHel. [eHOM BUHOrpaja — YeTBePTbIN 13 CeKBEHUPOBAHHbIX
A0EPHbIX FeHOMOB BbICLUUX pacTeHWn. PaboTamu pasnnyHbIX nccneno-
BaTENbCKMX KOSINEKTUBOB Obll onpefesieH N KapTMpOBaH PAf reHoB

1 JIOKYCOB KONIMYECTBEHHbIX NMPU3HAKOB BUHOTPafHOMo pacTeHus,

a Takxe Habopbl [IHK-MapKepoB reHOB X03ANCTBEHHO LIEHHbIX NPU-
3HaKkoB. OCHOBHbI€e yCrexu JOCTUTHYTbI B 3yYEHUWN reHOB, onpege-
NALWMX YCTONYMBOCTb K Hanbosnee BpeJOHOCHbIM FpUOHbIM naTore-
Ham Plasmopara vitikola, Erysiphe necator. locTuKeHnsA B 06nactu
reHeTUYeCcKoro KapTMpoBaHusA 1 ncnonb3osaHue [IHK-mapkepos

B npovuecce TPaaULMOHHON ceneKkLm No3BOANAN YTOYHUTb reHeTH-
YecKmni MexaHn3m 6ecceMAHHOCTU — BaXKHOTO NpM3HaKa B cenekuymnm
CTONOBbIX COPTOB BMHOrpafa. M3yueHunto reHeTnyeckoro KOHTponsa
cofiepXkaHnaA BeLLeCcTs, onpeaenaioLmx opraHonenTnyeckre CBon-
CTBa BVH, TaKe OblN NOCBALWEH pAfg paboT. Bce valle HaxoguT npu-
MeHeHue MapKep-opueHTUpoBaHHanA cenekuma (marker assisted
selection, MAS). Mapkepbl, CBi3aHHbIE C reHaMW PE3UCTEHTHOCTU

K 60ne3HAM, B HacToALLee BpeMsA NCMOoNb3yTCA ANA BblOpaKoBbI-
BaHVA BOCMPUMMYMBBIX CEAHLIEB HA HayalbHOM 3Tane KpynHomac-
LWTaOHbIX CENEKLMOHHbIX MPOrpamMm, NPOBOAVMbIX B [epmaHuy,
Wtanun n CLLA. Takum obpasom, ycrnexm B MONEKYNAPHOM 61ono-

rM BUHOTpafa co3AatoT 6naronpuATHyto cpefly ANl akTUBHOIO
ncnonb3oBaHna HK-mapKepHbIX TEXHONOT I Ha 3TOM KynbType.

KnioueBble cniosa: reHom BuHorpaga; HK-mapkepbl; uaeHTndrkauyma
reHoB; MOJIEKYNIAPHOE MapKMPOBaHe; MapKepHasn cenekyua.
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Application of DNA markers
in molecular breeding and
genetic studies of grapevine

ET. Ilnitskaya@, M.V. Makarkina

North Caucasian Regional Research Institute of Horticulture
and Viticulture, Krasnodar, Russia

DNA technology has increasingly become more and
more important over last years. They can be used to
improve the breeding of agricultural plants. Grapevine
is one of the oldest and most important cultured
plants. This article presents a review of the world’s
main achievements in grapevine genetics and marker-
assisted selection after the Vitis genome sequence.
The process of creating new forms of grapes, as well
as all crops, is based on the use of existing genetic
diversity. For this reason, the problem of a detailed
study of the gene pool of the genus Vitis, wild
populations and varieties created by men during

the long cultivation history of this crop becomes
more and more important every year. The genome

of Vitis vinifera L. is the fourth sequenced nuclear
genome of higher plants. A number of genes and
quantitative trait loci were identified and mapped

by various research groups, and so were sets of DNA
markers for the genes of economically valuable traits.
The genes for resistance to the most harmful fungal
pathogens Plasmopara vitikola, Erysiphe necator are
the most studied. Advancements in genetic mapping
and the use of DNA markers in traditional breeding
made it possible to refine the genetic mechanism

of seedlessness, an important trait in the breeding

of table grapes. The study of the genetic control

of the content of substances that determine the
organoleptic properties of wines has also progressed.
Marker-assisted selection (MAS) is used in practice
increasingly. Markers associated with disease resist-
ance genes currently used for elimination of suscep-
tible seedlings at the initial stage of large-scale
breeding programs carried out in Germany, Italy and
the United States. Thus, advances in molecular biology
of grapevines creates a conducive situation for active
use of DNA-marker technology in this culture.

Key words: grapevine genome; DNA markers;
identification of genes; molecular marking; marker-
assisted selection.



HWHOIPAJl — OJIHO M3 JPEBHEHIINX U LIEHHEHIIUX KYJb-

TypHbIX pacternii. CemetictBo Bunorpanusie (Vitaceae)

00BbeMHsIET HECKOIIBKO ponoB. Hanbonee m3BecTeH pox
Vitis, k KOTOpOMY, COOCTBEHHO, U OTHOCSITCSI BCE OCHOBHBIE
BO37eNbIBacMble BUABL. CUHTaeTCs, 4TO KyJIbTHBHUPOBATH
BUHOTPaJl Ha4YajH IyTE€M OJOMAITHMBAHMS TUKUX TOMYJIs-
uuit Vitis vinifera L. (This et al., 2006). PactipoctpaneHue
COXPAHUBILIETOCS JUKOTO MOABHAA KyJIBTYPHOTO BUHOTPaIa
(Vitis vinifera ssp. silvestris Gmel.) Bo Bceii EBpone pe3ko
COKpaTUJIOCh, U B HEKOTOPBIX €BPONEHCKUX CTpaHax OH
OXpaHseTCs 3aKOHOM KaK MCYE3aoMMil Bua. DTO COKpalle-
HUE OBUIO 00YCIIOBIICHO JIByMsI OCHOBHBIMH (DakTOpaMH:
BPEAUTEISIMU M OOJIC3HSIMH, TOPAXKAIOIUMU BUHOTPAIHUKH
B EBporie ¢ MomeHTa ux 3aBo3a BO Bropoii nojgosute XIX B.
13 AMEpHKH, a TAK)KEC YMCHBIICHHEM €CTECTBEHHON CPEIbl
oOWTaHUs 1O/ BJIMSHUEM aHTPOIOI€HHOTO BO3ICHCTBUS
(Arrigo, Arnold, 2007).

Cenekuns HOBBIX COPTOB BUHOTPaa, KaK M BCEX KYyIb-
TYpPHBIX PacTeHHH, OCHOBaHAa Ha UCIIOJIb30BAaHUHU I'€HETH-
YECKOTr0 pa3HOOOpa3usi — €CTECTBEHHOTO U CO3/1aHHOTO
yestoBeKoM. C KaXkJIbIM TOZIOM BCE aKTyaJIbHEE CTAHOBUTCS
npobiemMa yriyOlieHHOTo n3y4deHus renoonia poja Vitis, ero
BUIOBOTO OMOJIOTUYECKOTO Pa3HOOOpa3ust, AMKOPACTYIIHX IT0-
MYJSIAN U COPTOB, OSIBUBIIMXCS B PE3YJIBTATE JITUTEILHON
MCTOPUH BO3/IEJIbIBAHMS TaHHOM KyJIbTypbl. [loHMMaHue rexe-
THYECKUX U MOJIEKYIISIPHBIX 0COOEHHOCTEHN CYIIECTBYIOIIETO
€CTECTBEHHOTO pa3H000pa3us poxaa Vitis naet uH(GopMaIuio
Y MHCTPYMEHTBI JIJIsl TEHETHUECKOTO YITyUIlleH s, He0OX0/I1-
MOTO JAJIsI IPOTHBOCTOSIHUSI HOBBIM HETaTUBHBIM (pakTopam,
C COXpaHEHHEM IIPH ATOM HE0OXOJUMOTO KauyecTBa STOJ
BuHOrpazaa (Martinez-Zapater, 2010).

I'eneTnveckue MapKepbl UTPAIOT UCKITIOUUTENBEHO BaKHYIO
POJIb B M3YUYEHHH HACJICICTBEHHON KOHCTUTYIINH OpTraHu3Ma
1 0COOCHHO B OIIGHKE MCXOJHOTO W CEJIEKIIMOHHOTO Mare-
pHaia, MOCKOJIBKY OOJIErdaioT KOHTPOJIb 32 BKJIIOYEHHUEM
JKEJTAeMBIX ITPU3HAKOB OT POANUTEIBCKHIX (POPM B CO3/1aBacMBbIe
copra u rubpusl (Konapes, 1983). Haubosee nepcrekTuBHO
HCTIONIB30BAHIE MaPKEPHBIX CHCTEM Ha OCHOBE ITOTMMOP(HBIX
nocJeaoBarenbHOCTEN HyKiIeoTua0B B Mojiekyiae JIHK, uro
M03BOJISIET OLICHUTh TeHETUYECKHI OJIMMOP(H3M Ha yPOBHE
reHoMma. B HacTosiiee Bpemst CyIIecTByeT OrPOMHOE Pa3HO-
obpasue MeTon0B aHanu3a nonumopduima JJHK (Xnecrkuna,
2013). Bei6op MapkepHOU CUCTEMBI 3aBUCUT OT KOHKPETHBIX
LEeNeH, CTOSIIUX TEePE UCCIEI0BATENEM.

Lens paboThl — 0030p OCHOBHBIX MHPOBBIX JIOCTH)KCHHUH
B 00JIaCTH T€HETUKH M CEJIEKLIMM BUHOTPa/Ia C IPUMEHEHUEM
JAHK-MapkepHbIx TexHosorui. IIpencraBineHHbiil Mmarepual
MOXXET OBITH TPUMEHNM B HAYyYHO-HCCIIEI0BATEIbCKUX Pado-
Tax 10 M3yYEHUIO OTEYECTBEHHOI0 I'eHO(OH/1a BHHOIPa/Ia.

WccnepoBaHne reHoma BUHOrpaaa

Brinonnenue ncciaen0Banmil, XapakTepu3yOLNXCs BHICOKON
CTETIEHBIO0 TOYHOCTH, M3YUCHUE IENIEBBIX YYaCTKOB T€HOMA
CTaJIA BO3MOKHBEI BO MHOTOM OJ1arofiapsi INaBHOMY COOBITHIO
B MOJIEKYJISIPHON T€HETHKE BHHOIPaJa — CEKBEHUPOBAHHIO
reHoMma Vitis vinifera (Jaillon et al., 2007; Velasco et al., 2007).
HUccnenoBanus npoBoawmuch Ha copre «Pinot Noir». [eHoM
BUHOTPAJIa — YETBEPThIH U3 CEKBEHUPOBAHHBIX SIJIEPHBIX
TEHOMOB BBICIINX PacTeHUH (TIEpBBIE TPH — apaOUIOIICHC,

pHC, TONoJb). PasMep ero OTHOCHTEIBHO HEBEJIUK: OKOJIO
477 mma 1. 0. (n =19). s cpaBHeHus reHoM puca Oryza
sativa — 430 Mb (n = 12).

B pacumgpoBanHoM reHoMe 0OHapyxkeHo moutd 30 ThIC.
TEHOB. 3HAUUTENbHAsS IO UX — T€HbI, YIaCTBYIOIIHNE B Me-
TabOoJIM3Me TEPICHOB M TAHWHOB — BEIECTB, BO MHOTOM
OIIpeNeNIIONMX BKYC U apoMaT SIroj] U, COOTBETCTBEHHO,
MPOU3BOJUMOr0 BrHA. TakKe BBIIBICHO OONBIIOE YUCIIO
KOAMPYIOMIMX YYaCTKOB C BBICOKOH CTENEHBIO TOMOJIOTHH
K U3BECTHBIM y JPYTUX BUJOB PACTEHUM FeHaM yCTOWYMBOCTH
K HeOJIaronpusATHBIM (pakTOpaM BHEIIHEH cpeIbl. 3HaYNTEIb-
Hasl YaCTh T€HOB YCTOWYHMBOCTH CIPYNIINPOBAHA B KIIACTEPhI
(Jaillon et al., 2007). B xoze cekBeHHpPOBaHUs TeHOMA OBLIO
ompeneneHo oxoino 2 MiH SNP-caiiToB, u3 KoTophIx 1,7 MITH
KapTHPOBAaHBI, T. €. YCTAHOBJIECHA MX IMO3UIHUS B TCHOME.
B oznHoM 13 paboT 10 MISHTUPHUKAMHA MUKPOCATEIUIUTHBIX
MIOCJIEIOBATENBHOCTEN SAEPHOTO I'€HOMA C JJIMHOM MOBTOpa
Oosee IBYX map OCHOBAaHMH OBLIO BBIABIEHO 26 962 MHUKpO-
CaTeJUTUTHIX JIOKYCOB M CPEAM HUX ompeaeneHsl SSR, conep-
JKaIue TpH-, TeTpa- u menranoBTopsl (Cipriani et al., 2008).
Hannune Oosbmioro Kosm4yecTBa MACHTH(QHUIIMPOBAHHBIX
JIHK-mapkepoB pa3ubix TunoB (SSR, SNP) ¢ ycranosneHHON
MO3UIMEN B TEHOME AT BO3MOXHOCTD BBITIOJTHEHHS PadoOT
10 KapTHPOBAHHIO I'€HOB, ICTEPMUHUPYIOMINX XO3IHCTBEHHO
LEHHBIE MMPU3HAKU. JTO XKE MO3BOJSIET MPOBOAUTH JOCTO-
BepHyIo naeHTudukanuio u JJHK-macmopruzamuio copToB
1 KJIOHOB BUHOTPAJIA.

NpeHTudmrKauma reHoB, KOHTPONMPYIOLNX
X03ANCTBEHHO LeHHblIe NPU3HaKN
PaboraMu pa3inuy4HBIX HCCIEI0BATENbCKUX KOJUIEKTHBOB
OBLT oTIpeniesieH W KapTHPOBAH Ps] TCHOB U JIOKYCOB KOJIH-
yecTBeHHBIX npu3HakoB (QTL) BuHOrpana, a Takxke HAOOPHI
JAHK-mapkepoB uist naeHTHGUIMPOBAHHBIX TeHOB. OCHOB-
HBIE yCIIeXU JOCTHUTHYTHI B N3yUEHHUH T€HOB, OTIPEIEIISIONTIX
TaKWe MPU3HAKH, KaK yCTOWYUBOCTB K TPUOHBIM [TATOTCHAM, a
TaKKe [MOKa3aTe) i Ka4eCTBa MPOLYKIUHU (TabuIa).

YeroituuBocts Kk Plasmopara viticola (muiiapio). 3a6o-
JICBaHUE MIUTABIO, OTHO U3 HanOoJIee 3HAYUMBIX TPHOHBIX 3a-
OoJieBaHUIt 15l eBPOIIEHCKOr0 BUHOIPA1apCTBa, BHI3bIBACTCSI
6uotpoduEIM oomMutieToM Plasmopara viticola. TIouck u mop-
00p TeHOTHIIOB, 00JIATAIONINX €CTECTBEHHON YCTOMIHBOCTEIO
K MH(EKIMK — aKTyasbHasl 3a7a4a CEJICKLUH.

Copra BuHorpana V. vinifera B OCHOBHOM BOCTIPHIIMYHUBHI
Kk muwiabio (Staudt, Kassemeyer, 1995; Cadle-Davidson,
2008), 3a peIKMM UCKIIIOYSHUEM: HAallpuMep, B TEHOME COpTa
«Chardonnay» 6w BeIsIBIIEH JTIoKyc RpvI] (Bellin et al., 2009).
T'eHOTHITEL, 00T HAIOIINE YCTOHYHUBOCTD K MIUIIBIO, OTHOCSITCS
K BUJaM BUHOTPaJia, Mpoucxoasammm u3 CeBepHOl AMepUKu
u Asun: V. aestivalis, V. berlandieri, V. cinerea, Muscadinia
rotundifolia n np. (Alleweldt, Possingham, 1988; Wan et al.,
2007). [IporpaMMbl CeJIEKIIMH HAMPAaBJICHBI Ha TO, YTOOBI
WHTPOIYIHUPOBATh TEHBI, OMPEACISIONINEe YCTONIHBOCTD
K P, viticola, B renorunsl V. vinifera.

Ha cerogusmuunii nens 6omee 13 QTLs ycToiuuBocTH
K P. viticola ¢ TTaBHBIMA ¥ MUHOPHBIMH 3¢ (deKTamMu Jo-
KaJln30BaHbl Ha Xxpomocomax 4, 5, 7, 8, 9, 12, 14, 17, 18
(Merdinoglu et al., 2003; Fischer et al., 2004; Welter et al.,
2007; Bellin et al., 2009; Marguerit et al., 2009; Moreira et
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MpumeHeHne JHK-mapKepoB B COBPEMEHHbIX E.T. UnbHUUKaA
CeneKUNOHHO-TeHeTUYEeCKX NCCIe[0BaHUAX BUHOTPaaa M.B. MakapkuHa

TeHbl, KOHTPONVpPYIOLLME MPU3HAKK PAaCTEHUI BUHOTPaZa, X XPOMOCOMHas lokanu3saums n JHK-mapkepbi

Mpu3Hak O603HaueHue reHa Xpomocoma CuenneHHble JHK-mapkepbl  JluTepaTypHbI UICTOYHUK

Agrobacterium sp. Rcg1 15 ubv-015 Kuczmog et al., 2012
(6akTepuanbHbIli pak) 9M3-3
Daktulosphaira vitifoliae Rdv1 13 Gf13_9 Zhang et al., 2009
(dpnnnokcepa) VMC8e6
Xylella fastidiosa Pdri1 14 VMCNg3h8 Riaz et al., 2006
(6onesHb Mupca) Win64
UDV-095 Riaz et al., 2008
VVIP26
ctg1026876V
MC2a5 Riaz et al., 2009
Plasmopara viticola Rpv1 12 Wib32 Merdinoglu et al., 2003
(Minabio) Rpv3 18 UDV-112 Welter et al.,, 2007
UDV-305 Bellin et al., 2009
VMC7f2
Rpv4 4 VMC7h3 Welter et al., 2007
VMCNg2el
Rpv5 9 Wio52b Marguerit et al., 2009
Rpv6 12 VMC8G9 Marguerit et al., 2009
Rpv7 7 UbV-097 Bellin et al., 2009
Rpv8 14 Chr14V015 Blasi et al., 2011
Rpv9 7 CCoAOMT Moreira et al., 2011
Rpvi10 9 GF09-46 Schwander et al., 2012
Rpv11 5 VWMD27 Fischer et al., 2004
CSTE104J11F Bellin et al., 2009
VCHRO5C Schwander et al., 2011
Rpvi2 14 UDV-014 Venuti et al., 2013
UDV-304
rgvvin180
UDV-370
Rpv13 12 VMC1G3.2 Moreira et al., 2011
Erysiphe necator Rent 13 UDV-020 Hoffmann et al., 2008
(ongnym) VMC9h4-2
VMCNg4e10.1
Ren2 14 CS25 Dalbo et al., 2001
Ren3 15 UDV-015b Akkurt et al., 2007
Wiv67
Ren4 18 VMC712 Riaz etal., 2013
SNPs Mahanil et al., 2012
Runi 12 VMC4f3.1 Barker et al., 2005
VMC8g9
Run2 18 VMC712 Riaz etal., 2011
(Run2.1, Run2.2) VMCNg1e3WV
In16
Guignardia bidwellii Rgb1 14 Gf14-42 Rex et al., 2014
(4epHas rHe) Rgb2 16 VChri6c Rex etal, 2014
Xiphinema index Xirl 19 VMC5a10 Xu et al., 2008
(HemaTopna)
1N2R3b Hwang et al.,, 2010
M4F3R
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CuenneHHble IHK-mapkepbl  JInTepaTypHbIi UICTOYHMK

OKOHuYaHue Tabnuubi
Mpu3sHak O603HaueHne reHa Xpomocoma
[Mon yBeTtka Sex 2
CTpyKTypa MAKOTU Arof, Flb 18
BeccemsaHHOCTb Sdi 18
Pa3mep sArog Be size 18
LiBeT arop Ufgt 16
Hauano co3peBaHus Ver 16
CopepkaHue
MOHOTEepPMNeHOB DXS 5
1 TepreHonaoB
nMHanoona 10
10
2
Hepona, repaHunona 10
1

al., 2011; Schwander et al., 2012). BonbIIMHCTBY U3 ITHX
JIOKYCOB MPUCBOCHBI TE€HHbBIC CUMBOJIBI (TaOIHIa).

IlepBbIM KapTUPOBAHHBIM I€HOM YCTOMYHMBOCTH K MMII-
II10 OBIT RpvI, pacnoONOKEHHBIN Ha XpoMocome 12 u mpo-
ucxonsamuit ot M. rotundifolia (Merdinoglu et al., 2003).
Ot M. rotundifolia 8 xpomocomy 18 V. vinifera Obu1 uaTpO-
TpeccupoBaH u apyroii rew, Rpv2 (Wiedemann-Merdinoglu et
al., 2006). ITo3nHee B xpomocome 18 B paiioHe jokamu3annu
reHa Rpv2 6bu1 kaptupoBan red Rpv3 (Fischer et al., 2004;
Welter et al., 2007). OgHako BOCIENCTBAN OBLIO TIOKa3aHo,
4YTO U I€Hbl YCTONUMBOCTU Rpv2 n Rpv3 HaxomsarTcs B pas-
JUYHBIX paiioHax xpomocomsl (Bellin et al., 2009). Hccie-
JIOBaHHE YCTOMUYMBBIX COPTOB CPEAN CEBEPOAMEPHKAHCKHUX
mpeAcTaBUTeNeH poma Vitis, o0mamaromuX TeHOM Rpv3,
BBISIBUIO HAJIMYME CEMHU KOHCEpBaTHUBHBIX Taruioturios (Di

Gaspero et al., 2012).

VWMD34 Lowe, Walker, 2006
VVib23 Riaz et al., 2006
VVSs3 Dalbé et al., 2000
APT
Fechter et al., 2012
SNP4C_1 Battilana et al., 2013
Vib23
VMC2A3 Fernandez et al., 2006
VMC6f11 Arroyo-Garcia, Martinez-Zapater,
2004
VMC712 Cabezas et al., 2006
p3_WAGLT1 Mejia et al., 2011
sccs Doligez et al., 2002
sces Doligez et al., 2002
VMC7f2 Cabezas et al., 2006
Mejia et al., 2007
Costantini et al., 2008
UFGT Fischer et al., 2004
VMCITET1 Fischer et al., 2004
DXS1 Battilana et al., 2009
Duchéne et al., 2009
cnd41 Battilana et al., 2009
VrZAG67/VVIHO1
VrZAG64 Duchéne et al., 2009
VMC3d7
Wio55
VrZAG64
VWim256 Duchéne et al., 2009
Win61

I'maBHsI J0KyC, RpvS, oObscHsronmii 10 86 % denorn-
MTYECKOTO MPOSIBICHUS IIPU3HAKA YCTOHUYNBOCTH K MHJIJIBIO,
ObLT KapTHpOBaH Ha Xpomocome 14 (Blasi et al., 2011). I'en
Rpv10 na xpomocome 9 OBLT BBIABIEH B copTe «Solarisy,
1 OBUIO TIOKa3aHO, 4TO OH ompexaerstetr mo0 50 % nabiroma-
eMOH (PEHOTHITMYECKOH U3MEHYMBOCTH M YHACJIEOBaH OT
V. amurensis (Schwander et al., 2012). B atoii ke paboTe Ha
xpomocoMme 5 copta «Solaris» 6bu1 orucan red RpvII ¢ mu-
HOpHBIM 3 dexToM. J[pyrumu rccenoBaTesiMi Ha XpoMo-
come 14 6p11 kaprupoBan QTL, Takxke yHacIeIOBaHHBIN OT
V. amurensis (Venuti et al., 2013). Otor QTL, onpeaenstomuii
78,7 % Qenorunuyeckoil mucnepcuu, odo3Haunim Rpvi2.
OpHaKo ecTh MPEATNONoKEHHUs, YTO JOKYCHl RpvI2 u Rpv8
SIBJISTIOTCSI JUICJIbHBIMM BapUAIMSIMK OJTHOTO H TOTO K€ TeHa.
B HenocpencteenHol Oim3ocTy oT Rpvl ¢ UCTIONb30BaHUEM
KapTupytomen nmomysimun «Moscato Bianco» x V. riparia
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Obu1 uaeHTHUIPOBaH JIoKyc Rpvl3 (Moreira et al., 2011).
B psane pa6ot 6summ onncansl QTL Ha xpomocomax 8, 12, 15
u 17, ormryaroyecss MUHOPHBIME 3 QeKTaM1 B OTHOILICHUH
naroreHa Muiaeio (Welter et al., 2007; Bellin et al., 2009;
Marguerit et al., 2009; Zyprian et al., 2009; Blasi et al., 2011;
Moreira et al., 2011).

YeroiiuuBocts K Erysiphe necator (ouauym). 3abone-
BaHME OWANYM BBI3BIBACTCS aCKOMHUIETOM Erysiphe necator
(panee Uncinula necator) (Braun et al., 2002), pacnpocrpa-
HSIETCS TI0 BO3JLYXY ITyT€M KOHHMJMAJIbHOTO CIIOPOHOIICHUSI.
[TockonbKy HH(EKIHS HE OTPaHUINBAETCS] KOHKPETHBIMH yC-
JIOBUSIMH BIIQYKHOCTH M TEMITEPATyphl, AaTOTeH MPE/ICTABISIET
c000i1 100aNBHYI0 Yrpo3y AJisl BHHOIPa1apcTBa.

I'eneTnueckass yCTOMYMBOCTh K OUJUYMY B OCHOBHOM
HaOMoaeTcs y ceBepo-aMEepUKaHCKOM TpyIITbl BUJOB BH-
HOTpaja, Takux Kak V. aestivalis, V. berlandieri, V. cinerea
n V. labrusca, v asuarckoii — V. amurensis, V. bashinica, V. da-
vidii, V. liubanensis, V. piazezkii n V. romanetii (Alleweldt,
Possingham, 1988; Wan et al., 2007).

B reHoTtunax pasznnyHbBIX BUAOB BUHOTpajaa ObLINM HJICH-
THQUIUPOBAHBI HECKOJIBKO JOKYCOB, OTBEYAIOIIHNX 34
YCTOWYMBOCTh K OUANYMY, U UM IIPHUCBOCHBI CUMBOJIBI Run
(ycroitunBocTb k Uncinula necator) n Ren (Erysiphe necator).
[TepBrIit U3 3THX JIOKYyCcOB, Runl, ObLI ONpeneseH U KapTu-
poBan Ha xpomocome 12 (Pauquet et al., 2001; Donald et al.,
2002; Merdinoglu et al., 2003; Barker et al., 2005). Bbsio
YCTaHOBIICHO, YTO TOT JIOKYC TECHO CBSI3aH C JIOKYyCOM Rpv/
(Merdinoglu et al., 2003). B copte Bunorpaaa «Kishmish
vatkanay» V. vinifera na xpomocome 13 0511 HaeHTHPUIPOBAH
nokyc Renl (Hoffmann et al., 2008). S. Riaz ¢ xomteramu
(2011, 2013) ompeaenuin HECKOIBKO JIOKYCOB HAa XPOMOCOME
18 B pa3nu4HBIX JOHOpax ycroituuBoctu: Runl.l (M. rotun-
difolia «Magnoliay), Run2.2 (M. rotundifolia «Trayshedy)
u Rend (V. romanetii «C166-043»). I'enst Run2.1 u Run2.2
OpLTH yYHAcIIenoBaHbI oT M. rotundifolia, Ho annemny, CBsI3aH-
HBIE C IBYMSI (pIIAHKUPYIOIIUMHA MapKepaMH, OTIHIAIOTCS IS
coproB «Trayshed» u «Magnolia». Run2.1, Run2.2 v Ren4
Ha TEHETUYECKOW KapTe HAaXOOATCs B TOM ke 0OMacTH Ha
xpomocome 18, ato u Rpv3. M.A. Dalbo ¢ xomuteramu (2001)
MCCIIEeIOBAIIM JIOKYC YCTOMYMBOCTH Ha XpoMocome 14, mo3xke
Ha3BaHHBINA RenZ, B TIOMYIANNHN, TOTYYEHHOW OT CKpPEIIH-
BaHus coproB BUHOrpana «Horizon» u «lllinois 547-1».
YeroituuBblii ponputenbekuii copt «lllinois 547-1» npencras-
nseT coboit rudpun mexay V. rupestris u V. cinerea. Jloxyc
Ren3 ObIn maeHTUGHUIUPOBAH Ha XpoMocoMe 15 B coprax
BuHorpana «Regent» V. vinifera (Fischer et al., 2004; Akkurt
et al., 2007; Welter et al., 2007) u «Villard Blanc» (Akkurt
et al., 2007).

Bun M. rotundifolia xapakTepusyeTcsi KOMIUICKCHOM
YCTOWYMBOCTBIO K OUANYMY, aHTPAKTO3Y, CEPON THIIIH U Jp.
(Olmo, 1986; Olien, 1990). Ha ocHOBe BIiepBEIC CO3MaHHON
reHeTuueckoi kaptel M. rotundifolia copta «Regale» ¢ uc-
monp3oBanueM 177 SSR-mapkepoB B rpymie cueruieHus 14
BIIEpBBIE OBUI BBIABJIEH JIOKYC YCTOHUMBOCTH K E. necator
(Ren5), obycnornuBaromuii 58 % Qenorunuyeckoro mnpo-
sprerns npusHaka (Blanc et al., 2012). [IpumeuarensHO, 9TO
Ren5 nHaxomuTcs B JOBEPUTENBHOM HHTEpBase Rpv8 — no-
Kyca yCTOHUMBOCTH K MUIABIO U3 V. amurensis (Blasi et al.,
2011). CpaBHeHHE TeHETHYECKUX KapT V. vinifera (2n = 38)
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u M. rotundifolia (2n = 40) moka3aao BHICOKYIO KOJIHHEAp-
HOCTb UX TE€HOMOB.

YeroituuBocts k Xylella fastidiosa (6on1e3ub Iupca).
OnHUM M3 CaMbIX BPEJOHOCHBIX 3a001€BaHUI BUHOTPATHOM
103561 B CeBepHoil Amepuke siBisieTcst 6oe3Hs [Iupea (BIT),
BbI3bIBaeMast Oakrepueit Xylella fastidiosa. 3apaxeHHble
pacTeHust HOrndatoT OT BBICHIXAHHSI 32 HECKOJIBKO JIET, ITOCIIe
TOTO KaK COCYIbI KCHIJIEMbI OJIOKHPYIOTCS AEATEIBHOCTHIO
Gakrepuii. YeroitunBocTb K bI1 mpucyrcTByeT y abopureHHBIX
aMepHKaHCKUX COpPTOB Bua Vitis, ren ycroiunsoctu (PdR 1),
pacTionoXeHHBIN B 14-i1 rpymiie crienyenns, Obu1 00HapyKeH
y pacrennii Buna V. arizonica (Riaz et al., 2006). B 2009 r.,
uccieysl JBe MOMyJSIIMY BUHOTPAHbIX pacTeHuil, S. Riaz
C KOJUIETaMH OTOOpanu A MapKep-OpUEHTHPOBAHHOM
cenekuuu Tpu mapkepa, VVIP26, ctgl1026876 n VMC2a35,
cuemieHHbIx ¢ reioM PdR 1 (Riaz et al., 2009).

YeroituuBocts k Daktulosphaira vitifoliae (Phylloxera
vastatrix Planch) (punnoxcepa). I[lapasur Obu1 3aBe3eH u3
Awmepuxu B EBpomny B cepenune XIX B. C 3TOrO0 BpeMeHH
CEeJIEKIMSI BUHOTPaAa HalpaBlIeHA HA TOUCK M CO3JaHUE
COpTOB, ycTOWUNBHIX K (unnokcepe. Kopueas dpopma
BpEIUTENsT HAHOCHUT OILYTHUMBIH YPOH KOPHECOOCTBEHHBIM
BUHOTPAJHUKAM HE TOJbKO Buaa V. vinifera L., HO u copram
MEXBHJIOBOTO MPOMCXOKICHHS. PHIIIOKCEpOYyCTOHINBBIE
MOJIBOM, IOJIYYCHHbIE OT TMOpUAM3aLNN aMEPUKAHCKUX
JUKUX BHJIOB BUHOTpaza (MpeuMyILEeCTBEHHO V. riparia),
OBUTH YCTICIIHO MCIIOIB30BaHBI IJIsl €BPOIIEHCKOTO BUHOTPa-
nmapctBa. Tak, rubpunsl V. berlandieri X V. riparia sBAsiroTCs
MPU3HAHHBIMHU MOJABOWHBIMHU (DHIITTOKCEPOYCTONIMBBIMHU
copramu. Copt «Borner» (rubpun V. riparia u V. cinerea)
MPOSIBJISICT THITMYHYIO THIEPUYBCTBUTEIBHYIO PEaKIIHIO
¢ pa3BuTHEeM MecTHOTO Hekpo3a (Van Heeswijck et al., 2003),
YTO TIPOSIBIISIETCS] KaK BBICOKAS MIJIM a0COJIOTHAsI YCTOWYH-
BOCTb. J. Zhang ¢ komteramu (2009), uzydasi MOMyJISsIHIO,
MONYYEeHHYIO OT ckpemuBanus V3125 (V. vinifera «Schiava
grossa» x «Riesling») X copt «Borner», naentudunupoBanu
Ha FeHeTHYeCKOi KapTe XxpoMocoMbl 13 sokyc Rdvi. B atoii
ke pabore ObutH onpexnenensl aBa JIHK-mapkepa (Gf13 9,
VMC8e6), koTOopBIE CHETUICHBI ¢ TeHOM RdvI v MOTYT OBITH
UCIIOIb30BaHBI ISl MAPKEP-OPUEHTUPOBAHHOM CENIEKIINH.

Uro KacaeTcst MPU3HAKOB KaueCTBa, (PU3NOTOTHUECKHX IT0-
Kazareseil 1 0COOCHHOCTEH pa3BUTHS pacTeHNI BUHOTPA/a,
B 9TOM HaIpaBJICHNH 3HAYMMBIX PE3YJIBTATOB [10Ka HE MHOTO,
OIHAKO pabOThI AKTUBHO BEIYTCH.

IToa nBeTKa BUHOTpPaaHOTO pacTeHusi. KoHTpoIb mosa
pacTeHus peryiupyercs OJJHUM JIOKYCOM, 0003HaYeHHBIM
Sex M pacrojoXKEHHBIM BO BTOPOW TpYIINE CLEMJICHUS
(Dalb¢ et al., 2000). Mapxkepsbl, TECHO CBS3aHHBIE C TEHOM
Sex, onpenessIoNIMM MOJI IIBETKA, BAXKHBI B CEJICKIIMH BU-
HOTPajia, 0COOCHHO B CENEKIIMOHHBIX NPOTpaMMax, B KO-
TOPBIX T'€HBI YCTOMYNBOCTH K OOJIC3HSIM MIIU BPEIUTEISM
NepenaTes 0T JUKUX JBYJOMHBIX BUIOB Vitis B oboero-
JBIe pacTeHUsl KynbTypHOTO Buna V. vinifera. Pabotamu
YYEHBIX OB MJIEHTH()HUIIMPOBAHBI TECHO CIICTNICHHBIE
Mapkepst VVIb23 u VVS3 (Dalbo et al., 2000; Riaz et al.,
2006; Battilana et al., 2013) u BHyTpHUTeHHBIE MapKEepHBIE
nocnenoBarensHoctu (Fechter et al., 2012). IHK-mapxepsr
MOT'YT OBITh UCIIOJIb30BaHbI B MApKeP-OpPUEHTHUPOBAHHOM Ce-
JIEKIIMHU Ha CTaIH IPOPOCTKOB, IS TOTO YTOOBI OTIPEETUTh
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HCEXKEJIATCIIbHBIC PACTCHUS, C MYJKCKUM THUITIOM LIBETKA, X COKO-
HOMHTB, TAKMM 00pa30M, BpeMs 1 PECYpPChI, 3aTpaulBaeMble
B TIOJICBBIX KCIIEPHMEHTAX.

CtpyKTypa MAKOTH Irojx. MyTanusi OeCIUIOTHOCTH SITOJ{bI
fIb (fleshless berry), naiinennast B copre BuHOrpaga «Ugni
Blanc» (V. vinifera), yxynmaer nmuddepenunanuio u pas-
JIefieHHe BHYTPEHHHX ME30KapIUYeCKuX KIETOK, KOTOpbIe
00pa3yIoT MSIKOTh B SITOfIax. JTa MyTalHsl CHI)KAET BEC III0Ja
B 10 pa3 6e3 kakoro-nubo BIUSHHS Ha (DEPTHIBHOCTD HIIH
pasMep U KOJUYeCTBO ceMsiH. /[yt Toro 4ro0bl OnpeneuTh
XapakTep HacleIOBaHM T'eHa fID 1 ToJIoKeHHe eTo Ha MoJie-
KyJISIpHO-TeHETHYECKOH KapTe, ObUIN CO3/1aHbI KAPTUPYIOIINE
MOMYJISIMKY OT cKpeturBanus coptoB «Chardonnay» u «Ugni
Blanc» (Fernandez et al., 2006). Ouenka (peHOTHITHIECKOTO
pacIIeIIICHUsI 110 TUITY 3aBsI3U B IIOTOMCTBE BBISIBIJIA YHACTHE
B KOHTPOJIE IaHHOT'O ITpU3HaKa OJTHOr0 JOMUHUHAHTHOTI'O I'CHA.
Bbimn onpesienieHs! CBsI3aHHBIE C JJAHHBIM T€HOM MHKpOCa-
TEJUTMTHBIE MAapKepBbI, 1 JIOKYC fIb ObUT KApTUPOBAH B TPYTINE
cueryenus 18.

BeccemanHOCThb. becCeMAHHOCTh BUHOIPaJia — IOJIHOE
OTCYTCTBHE CEMSIH B ATOJIC MJIN HAJIMYHE TOJIBKO MX 3a4aTKOB.
CyuiecTByer Ba THIIA OECCEMSHHOCTH: CTEHOCIIEPMOKAPIIU-
YEeCKHI — ceMs ITPU OTBIIIEHUH 00pasyeTcs, HO Ha KaKOM-TO
JTare NpeKpaIaeT CBoe pa3BUTHE, BEJININHA U CTETICHb Pa3-
BUTOCTU PYAUMCHTOB CEMAH 3aBHUCAT OT COPTOBBIX 0CO6€H—
HOCTEH M yCIoBHIA (hOPMHUPOBAHUS; TAPTEHOKAPITHYECKUH —
00pazoBaHMeE ATOBI IPOUCXOIUT O€3 OTBUICHHUS, PYTUMEHTHI
OTCYTCTBYIOT, SITOJIbI IIPH 3TOM OKPYIJION ()OPMBI 1 MEJIKOTO
pa3mepa.

BecceMssHHOCTD SIBISICTCSI OAHUM M3 CaMbIX BOCTpPe0O-
BaHHBIX MPHU3HAKOB CTOJOBOro BuHOorpana (V. vinifera L.),
a pa3paboTka HOBBIX OCCCEMSIHHBIX COPTOB SIBISETCS TO-
POTOCTOSIIINM M TPYTOEMKHUM IporieccoM. Tak, copt «Sul-
tanina» — OJMH M3 OCHOBHBIX HCTOYHUKOB IPH3HAKA CTE-
HOCHEPMOKAPIUIECKOTO TUIa OECCEMSIHHOCTH B CEJECKIIUH
CTOJIOBOTO BHHOTpPAJa, B HEM HMJCHTH(OUIUPOBaH reH Sdi
KaK OTBEYAIOUIMH 3a MMPOsIBJICHUE ITPU3HAKA 0ECCEMSIHHOCTH
(Doligez et al., 2002). ccnenoBanus JaHHOTO BOIIPOCA OTIPE-
JICNIWIIN HAJIM4YME JIOKYCa-HHTHOUTOpA Pa3BUTHS KPYITHBIX
cemstH (Sdi) Ha xpomocome 18 ¢ romuHupyommM 3¢ dexrom
6eccemsaHocTH (Adam-Blondon et al., 2001; Korpas et al.,
2009; Mahanil et al., 2012; Akkurt et al., 2013).

Panee 11t MCMONB30BaHMSI B MapKep-OpUEHTUPOBAHHOM
CeNEeKINH ObIIIN Pa3pabOTaHbl YETHIPE THATHOCTUIECKUX MO-
JIEKYJSIPHBIX MapKepa sl BBISIBICHUS OECCEMSIHHBIX CTEHO-
CIepPMOKapINUECKUX COpTOB BUHOrpana: 18a SCAR-mapkepa:
SCC8 (Lahogue et al., 1998) u SCF27 (Mejia, Hinrichsen,
2003) 1 1Ba MUKPOCATCIUTUTHBIX TCH-CIIEITM(PUICCKUX Map-
kepa: VMC7F2 (Cabezas et al., 2006) u VMCO6F11(Arroyo-
Garcia, Martinez-Zapater, 2004). HecmoTpst Ha TO 9TO 3TH
MapKepbl MOTYT ObITh 3(ppeKTHBHBI 111 HACHTH(DUKATIH
I'€HOB, KOHTPOJIHMPYIOIUX OECCeMSIHHOCTB, cilaboe clierie-
HHUE C JOKyCcOM Sdi ¥ OTCYTCTBHE aMIUTH(UKAIIIH MapKEepPOB
OTPaHMYMBAIOT X MPUMEHEHHE JJISi COPTOB C PA3ITHYHBIM
reHeTuueckuM npoucxokaeHueM (Adam-Blondon et al., 2001;
Korpas et al., 2009).

JocTtmxkeHnust B 001acTH TE€HETHYECKOTO KapTHPOBAHUS
u ucnonb3oanue JJHK-mapkepoB B poriecce TpauiimoHHON
CEJIEKIMH TTO3BOJIMIIN YTOYHUTh TEHETHUECKUI MEXaHN3M Oec-
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cemsiHHOCTH. Haunboree mmpoko pacipocTpaHeHHast MOJIENb,
MPeUTOKEHHAs [Tl TEeHETUIECKOTO KOHTPOJIS Pa3BUTHS CTe-
HOCHEPMOKApIMIECKUX CEMSH, IPE/IIONIAraeT y4acTHe TPeX
HE3aBHCUMBIX U B3aMMOIOTIOIHSIOIIUX PEIIECCUBHBIX T€HOB,
PETryIUPYIONINX JOMUHUPOBAHHUE JIOKYCa HHTHOUPOBAHNUS pa3-
ButHs cemstH (SDI) (Costantini et al., 2008). MccienoBaamsiMu
N. Mejia ¢ koyuteramu (2011) B xauecTBe OCHOBHOTO (pyHK-
IIMOHAJILHOT'O TeHa-KaHANAATa JJIsl TPU3HAaKa OECCEMSIHHOCTH
ObLT ompeneneH reH VvAGLI1, oTHOCSAIIHIACSA K CEMEUCTBY
D-lineage MADS-box. B kauectse Hanbosee 1ose3Horo Map-
Kepa JUlsl CEJIEKIIMOHHBIX MPOrpaMM Ha OE€CCEMSTHHOCTB OBIT
npeanoxen STS-mapkep p3-VvAGLI1I, KOTOpBIA OTHOCUTCS
K peryisitopHoii oonactu VvAGLI1 v Bkimoyaet B cedst y4a-
ctok (GAGA)n. OHako pa3paboTaBIINe €ro aBTOPHI yKa3aIn
Ha HE0O0XOANMOCTb ITPOBEPKH HA/ISKHOCTH JAHHOTO MapKepa
Ha Oosee mmpokom reHodonae (Mejia et al., 2011). Mapkep
6511 IpoBepeH Ha Kosuiekiwn u3 101 copra BHHOTpama pas-
JIMYHOTO TEeHETHYECKOro mpoucxoxkaeHus (Bergamini et al.,
2013). Haubounpiryo 3GpPeKTUBHOCTh I CEICKIHUHA Ha
OecceMsHHOCTD, IO MHeHHIO J. Li ¢ komieramu (2015), He-
CEeT COBMECTHOE NPUMEHEHUE TEXHOIOTUH KYIIBTYPBI in Vitro
U MapKep-OpUEHTUPOBAHHOM CENIEKIIHH.

MpumeHeHne AHK-mapkepos

B cenekumnmn BMHoOrpaaa

Bce Gonee BaxxHYIO poiib B TIOCTIETHEE BpEMsI IPHOOPETAIOT
JHK-TexHnonoruu, KOTopble MOKHO 3(h(heKTUBHO IPHUMEHSITh
JUISL OITUMU3ALIAN CEJIEKIUHU, 8 UMEHHO: MapKep-OpUEHTUPO-
BaHHas ceneknus (marker assisted selection, MAS). HekoTo-
Ppble HHCTPYMEHTBI MapKEP-OpUEHTHPOBAHHOM CEJICKINH YK
CTaHOBSTCS IOIYJIIPHBIMU. MapKepsl, CBA3aHHBIE C TEHAMU
PE3UCTEHTHOCTH K OOJE3HSAM, B HACTOAIIEE BPEMs HCIIONb-
3yIOTCSl JUIsl OTOPAKOBBIBAHMSI BOCIPUUMYHMBBIX CESHIICB
Ha Ha4daJIbHOM 3Taric prHHOMaCIJlTa6HI)IX CCJICKLIMOHHbIX
nmporpaMM, poBoauMbIX B ['epmanun, Utammm u CILA (Di
Gaspero et al., 2007; Eibach et al., 2007; Rias et al., 2008).
OT0 OJIHWH W3 HECMHOI'MX MCTOJO0B AJIsA €XCIOJHOI'O CKaHU-
POBaHMUS THICSIYM HOBBIX T€HOTHIIOB, TaK KaK BBIPAIINBAHNE
MHOTOJIETHHX JIPEBECHBIX KYJIBTYp TpeOyeT 3aTparhl BpeMe-
HHU, nnomaueﬁ " Tpylda, IPpUMCHEHUS CJIOXKHBIX IIPOTOKOJIOB
(heHOTHUTTHPOBAHMSL.

Vcrionp30BaHre MapKepoB [UIsl TUPaAMUANPOBAHUS TCHOB
ABJISICTCA OAHUM U3 BaXXHBIX MPEUMYIIECTB MapKEP-OPUECH-
THPOBAHHOM CEJIEKIINH, TI0 CPABHEHUIO C METOJAMHU TPaIH-
IIMOHHOW ceNeKIMu. TakK, OIHUM W3 TPHUMEPOB YCIICIITHOTO
MPaKTUICCKOTO NPUMEHCHHSA MOJICKYJIAPHBIX MapKEpOB
B CEJIEKIIMU BUHOTPAJia SIBISIETCS] paboTa HEMELKUX YUEHBIX
M0 MUPaMUANPOBAHUIO TEHOB YCTOWYNBOCTH B ITOTOMCTBE,
MOJIydeHHOM OT ckpetmuBanusi coptoB « VHR 3082-1-42
u «Regent» (Eibach et al., 2007). VHR 3082-1-42 (Musca-
dinia rotundifolia x Vitis vinifera) necer rensl Runl, ompe-
JISNIAIOUINHA yCTOMYMBOCTh K OMJUYMY, U RpvI, CBA3aHHBIN
¢ ycroiunBocThio K Muiapio (Pauquet et al., 2001). Copt
«Regenty, Beimymennsiit B 'epmanuu B 1996 1. qis npo-
MBIIIEHHOTO BO3/I€JIbIBaHUS, 00J1aJal0IINi KOMIIJICKCHOM
YCTOWYHUBOCTBIO, HECET TeHBI Rpv3 1 Ren3, KOHTPOIUPYIO-
e yCTOHUMBOCTH K MUJIZIBIO M oninyMy. M3 motomctsa F,
C IOMOIIBIO MOJICKYJIAPHBIX MAapKEPOB K 3TUM I'€HaAM 6])1]'11/1
0TOOpaHBI 00pa3Ibl, comeprkamue 00a reHa yCTOHIHBOCTH.
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CpaBHeHue pEeHOTHIMYECKHX JAHHBIX C Pe3yJIbTaTaMy MoJIe-
KYJIIPHOTO aHaJIM3a MO0KA3aJI0 YETKYIO 3aBUCHMOCTh MEKIY
CTETICHBIO YCTOMUMBOCTH M HAJIMYHEM ajljieNiel TeHOB pe3u-
crentHoctu (Eibach et al., 2007).

VYenexu B 00JIaCTH MOJEKYISPHOIN TEHETHKH BHHOTPAIa
CO3/IAI0T ONArONpUATHYIO cpely At Oojee aKTHBHOTO HC-
nonb3oBanus JJHK-MapkepHbIX TEXHONOTHI U B POCCHICKON
Hayke. CeKBEHMpPOBAaHNE I'€HOMA M KJIOHUPOBAaHHE TE€HOB
no3BoJSIIOT co3aaBath JJHK-mapkeps! 1i1s mpakTudeckont
CeJIEKIIMU U IPOBOJUTh HAyYHO-UCCIIEJOBATEIILCKYIO PabOTy
C IPUMEHEHHEM MOJIEKYJISIPHO-TEHETHUECKUX METOJIOB. YiKe
pazpaboTaHHbIe MapKephl XO35HCTBEHHO [ICHHBIX TEHOB MOTYT
OBITH anipOOMPOBaHbI HAa TeHO(OHIE OTEYECTBEHHBIX COPTOB,
YTO packpoeT 3PPEeKTHBHOCTh KOHKPETHBIX MapKEPHBIX
CHCTEM JIJISl HCCIIE/IOBAHMS 00Pa3II0B Pa3IMIHOTO ITPOUCXOK-
JeHust. neHTudukanys reHoB YCTOMYMBOCTHU K TTaTOTeHaM
¢ nomobto JJHK-mMapkepoB B cylIecTBYIOINX KOJUIEKLIHAX
coptoB 1 (hopM BUHOTpaa chopmMupyer dosiee yriryOaeHHbIE
3HaHMs O HAKOTUIEHHOM IeHO(OH/IE U MEPCIEKTUBAX €ro Mc-
TMIOJTb30BAHUSI B CEJIEKIIMOHHOM ITPOIIECCE.

KoH)NUKT nHTepecos
ABTOPBI 3asBIISIOT 00 OTCYTCTBUHU KOH(IMKTAa HHTEPECOB.
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Genetic diversity of wheat (Triticum aestivum L.)
plants-regenerants produced by anther culture
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The study of genetic diversity of wheat (Triticum aesti-
vum L.) plants-regenerants produced by anther culture
method from hybrids involved in the Latvian wheat
breeding programme was performed. Flow cytometry was
used to test ploidy of 3x 10° cells of each green plant-
regenerant, and universal retrotransposon based iPBS
(inter primer binding sites) method were used to establish
genetic diversity of plants-regenerants. Progenies of 13
genetically distant hybrids were involved in the study.
Most of plants-regenerants have leaves with mixoploid
cells. Seeds were formed only by plants-regenerants that
had cells with (2n = 6x) ploidy. Majority of fertile plants-
regenerants have more than 40 % of hexaploid (6x) cells.
The percentage of 6x cells in plants-regenerants and
diversity in cell ploidy demonstrated association with
mother plant (hybrid) genotype. Percent of spontaneous
diplodization was also genotype-dependent. In this
experiment colchicine treatment had no significant
influence on outcome of fertile plants- regenerants. New
dominant allele in a hybrid plant was found in comparison
with both parents what indicated possible retrotranspo-
son moving. Genetic diversity of the plants-regenerants
obtained in anther culture is a combination of parent’s
allele segregation and somaclonal variation.

Key words: anther culture; DH-lines; wheat breeding;
ploidy; flow cytometry; iPBS.
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l'eHeTUUecKOe pa3HOOOpasue
pacTeHuli-pereHepaHTOB MIIIEeHUIIbI
(Triticum aestivum L.), CO3JaHHBIX
MEeTOLOM KYJIbTYPbI IIBIbHVKOB

A. FpayAal, K. >Kararal, I Aaukal, B. CTpaSA]/IHHZ, B. (DeTepez,
H. Aucunal, H. KpaCHEBCKal, O. ®oxunal, A. Mukeabconel,

P OpHM].[aHCl, . EeAOprAOBal, V. Pamaap! @

T NaTBuiickmin yHuBepcutet, UHCTUTYT 6ronoruu, Canacnunc, Jlatens

2 CTeHACKMI nccnefoBaTenbCKni LeHTP MIHCTUTYTa CeNbCKOXO3ANCTBEHHbIX
pecypcoB 1 SKOHOMUKW, JTaTBUACKNIA CENbCKOXO3ANCTBEHHDIN YHUBEPCUTET,
CreHpe, JlaTBUA

M3yyeHo reHeTMyecKoe pa3Hoobpasme pacTeHNIi-pereHePaHTOB
nweHuubl (Triticum aestivum L.), KoTopble co3aaHbl METOAOM
KyNbTYpbl NMbIIbHUKOB 13 TMOPUA0B, NCMOSb3yeMbIX B CENEKLMM
3TON KynbTypbl B JTaTBUN. MeTof NpOTOYHON LUTOMETPUU
NPUMeHANY Ana onpeaeneHnsa NIoUAHOCTM KaXaoro 3ef1eHoro
pacTeHuA-pereHepaHTa. B cBolo ouepefb, yHnBepcanbHbim iPBS
(inter primer binding sites) meTogom, OCHOBaHHOM Ha aHanm3e
XapaKTepHbIX NociefoBaTeIbHOCTeN PeTPOTPaHCMNO30HOB, ornpe-
LenAnmn reHeTuyeckoe pasHoobpasmne 3TUX pacteHnin. AHanmsy
noAsepranam NoTomcTso 13 rubpraoB pasfMyHOro NPOUCXOXKAe-
HUA. B nUCTbAX 60NbLWMHCTBA pacTeHNIA ObIN MUKCOMIONHbIE
kneTkn. CemeHa fanuv TONbKO pacTeHns, MetoLLme KNeTKkn

C NIONJHOCTbIO 2n = 6X. BONbLIMHCTBO GepTUbHbIX pacTeHNIA
cofiepano B NMUCTbax 6onee yem 40 % rekcannongHoix (6x)
KneTok. [lona rekcannonaHblX KNeToK 1 Ux pacnpepenexHve

Mo MAOUAHOCTY 3aBMCENN OT FreHOTMNa MaTePUHCKOro rmbpugHoro
pacTeHuA. lonsa CNOHTaHHOW Aunnonan3aunm Takxe 3aBucena

OT reHoTMMNa pacTeHunsA. B onvcbiBaeMoM sKcnepumeHTe KONXmnum-
HUPOBaHMe He OKa3ano JOCTOBEPHOro BAMAHMA Ha Bbixog dep-
TUNbHBIX PaCcTEHUI. Y OAHOIO rMGPUAHOIo pacTeHna obHapyKeHa
HOBas JOMWHAHTHAsA anfesib, OTCYTCTBYOLAsA y 060VX poauTenei,
4TO yKa3blBaeT Ha BO3MOXHOe MepeABUKeHNe peTPoTPaHCNo30-
HoB. leHeTnYecKoe pa3Hoobpasne pacTeHNN-pereHepaHToB,
CO3[,aHHbIX METOAOM KyNbTYpPbl MbI/IbHNKOB, BbI3BaHO Kak pac-
LwenneHnem pogmTenbCknx annenen, Tak 1 COMakoHanbHOM
N3MEHUYMBOCTbIO.

KntoueBble cnioBa: KynbTypa nblfibHUKOB; A-nuHuK; cenekuua
MNLeHVLbl; NIONAHOCTb; MPOTOYHaA LuTomeTpus; iPBS.



heat occupies the largest part of all cropland and
\/\/continues to be the most important type of whole-

grain food for humans all over the world. In Latvia,
last years the main cereal crops are spring and winter wheat.
Wheat breeding in the country continues since 1922. In Lat-
via, main wheat crop is common wheat Triticum aestivum L.
(2n = 6x =42) (Goncharov, 2002). The current breeding task
is aimed to create new winter and spring wheat varieties
adapted to conventional and organic management with grain
quality corresponding to modern food industry requirements.
For this purpose both traditional and biotechnology methods
are applied. Different plant tissue culture methods are widely
exploited to speed up breeding time of many crops and can be
used during all breeding stages: for obtaining breeding source
material, selection of best plants/lines and the fast genotype
propagation. Involving doubled haploid (DH) lines in the
breeding process is recognized as an appropriate approach
especially in conditions of mid-size breeding institutions both
to speed up time of obtaining of new varieties and decrease
labour and technical resources. Advantages of using DH lines
are well known: during a single generation not segregating
lines homozygous in all loci are created what provides ability
for true evaluate of breeding material in a rather short time.
Additionally, novel important gene alleles could be quickly
involved in new varieties. Usually, by involving DH technique
creating of new varieties is shortening for 3—5, in some cases
even more years (Grauda et al., 2010; Tadesse, 2012). In
Latvia, new spring wheat variety ‘Robijs’ was created from
a DH line, initiated by anther culture, only during 7 years
(Grauda et al., 2009).

To produce DH lines such approaches, as hybridisation with
haploproducer, as well as DH creating from pollen, anthers and
ovarium in vitro cultures, are used. DH lines can be obtained
by autopolyploidy or induced polyploidy as mitotic poly-
ploidization, which is based on the doubling of chromosome
set of somatic tissues of haploid plants (Ramsey, Schemske,
1998) and resulted in two (or more) pairs of homologous
chromosomes. Production of DH plants by anthers culture is
the most significant method used in the wheat breeding (Ka-
sha, Maluszynski, 2003; Belchev et al., 2004; Grauda et al.,
2009, 2010; El-Hennawy et al., 2011). Effectiveness of anther
culture is found to be influenced by genotype of used hybrids,
donor plant growth conditions, the developmental stage of
microspores, spikes pre-treatment, and media components
(Kasha, Maluszynski, 2003). Different investigations have
been carried out to clarify mode of inheritance of microspore
regeneration capacity in anther culture and de novo shoot or-
ganogenesis (Torp, Hansen, 2001; Xynias et al., 2001; Kasha,
Maluszynski, 2003; Zamani et al., 2003; Jacquard et al., 2009;
Ferrie, Caswell, 2010; Duclercq et al., 2011; El-Hennawy et
al., 2011; Rubtsova et al., 2012) and to find out the ways to
increase percentage of green plants-regenerants. Till now, the
hybrid genotype is still the main limiting factor of androgen-
esis in tissue culture and therefore it is also the limiting factor
for successful obtaining fertile plants-regenerants with stable
diploid (2n) chromosome set as a starting plant of DH line.

Spontaneous doubling rate in wheat depends on the geno-
type and in different experiments varied from 0 to 68 % of
the obtained plants-regenerants (Barnabas, 2003; Grauda et
al., 2010, 2014; El-Hennawy et al., 2011). Colchicine is the
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most successful agent used for doubling of chromosome set.
Colchicine inhibits spindle formation during mitosis and
disturbs normal polar segregation of sister chromatids, what
leads to doubling of chromosome number (Levan, 1938). Col-
chicine treatment in various concentrations was successfully
applied during cultivation both anthers and plants-regenerants
(Barnabas et al., 1991; Chen et al., 1994; Hansen, Andersen,
1998; Soriano et al., 2007). Nevertheless, the question about
the most effective time and concentration of using the col-
chicine for anther culture method is still open. An important
step to evaluate colchicine influence is determination of cell
chromosome number. Use flow cytometry (FCM) makes the
process of determination of ploidy of plants-regenerants quick
and efficient. For this purpose DNA is bound with fluorescent
dye and relative laser initiated fluorescence are recorded. The
large number of cells can be evaluated in a very short time
and therefore results are statistically significant and repre-
sent a whole population. Resulting relative fluorescence is
calculated on data of measurement of fluorescence of 1000
cells as a minimum (Dolezel et al., 1991; Galbraith, 2010).
Genetic diversity of DH lines obtained from the same hybrid
is usually associated with combinative variability based on
parental plants genotypes.

Use of pollen or anther culture for DH production related to
high level of cell stress during of different stages of in vitro:
immature pollen pre-treatment, callus initiation and cultiva-
tion. As a result of cell stress during in vitro cultivation, so
called somaclonal variation (Smith, Park, 2002; Khan et al.,
2008) could be observed. Direct use of somaclonal variation in
plant breeding is limited by a lot of factors: they are unpredict-
able, variation may be hereditary or epigenetic (Smith, Park,
2002). Moreover, somaclonal changes cannot be received for
all traits, most of them are negative, new features are very rare.
But on the other hand, somaclonal variation has benefits —
changes may affect agronomically important characteristics,
and finally, in in vitro conditions could be selected biotic and
abiotic stress resistant genotypes. Frequency of somaclonal
variation is related to genotype, type of explants, cultivation
media, and time of cultivation in vifro (Jain et al., 1998).

Some authors (Kalendar, Schulman, 2006; Bairu et al.,
2011) consider changes of activity and transposition of mobile
genetic elements, including retrotransposons, to be the main
cause of somaclonal variation. Retrotransposons are found
in all plant genomes. In wheat retrotransposons compose till
68 % of whole genome (Li et al., 2004). Retrotransposons as
repetitive sequences integrated between functional genes in
the noncoding regions (Kubis et al., 1998; Bennetzen, 2000).
Retrotransposons are source of spontaneous mutations, ac-
tivity of retrotransposons associated with plant cell stress
(Casacuberta, Santiago, 2003; Kalendar et al., 2010). After
cell polyploidization transpositions are most common genetic
alteration, hence retrotransposon-based methods are most ef-
fective for studying genetic diversity caused by somaclonal
variation. Some authors (Kalendar, Schulman, 2006; Bairu
et al., 2011) suggest that activity of transposons, including
retrotransposons, is a base of somaclonal variation.

The goal of this study was evaluation of genetic diversity
of wheat (Triticum aestivum L.) plants-regenerants produced
by anther culture from hybrids involved in Latvian wheat
breeding programme. By the reasons mentioned above a
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Table 1. Hybrids used for obtaining plants-regenerants by anther culture

Hybrid designation Cross combination Type
A .............................................................................. Emme n t/Uffo .......................................................... s pn n g ...................................................................
B ............................................................................... s amu ko//Basuan/Dnﬂer ........................................ s p” n g ...................................................................
c ............................................................................... Uffo/”a Sna/JOta ...................................................... 5 pn n g ...................................................................
D .............................................................................. Bombona /Fasa n ...................................................... s p” n g ...................................................................
E ............................................................................... c omphment/cOntactwmter ...................................................................
F ............................................................................... c pBTw143/Adanter ...................................................................
G .............................................................................. N|c9930093/Raduga/Ga|ahadWmter ...................................................................
H .............................................................................. 5 chara/N|co441063Wmter ...................................................................
| ................................................................................ PremJera/N|c04324‘|AWmter ...................................................................
................................................................................... s epstra/N|co441ostmter
K ............................................................................... Fantaz|a/o||vmwmter ...................................................................

universal retrotransposon based iPBS (inter primer binding
sites) method was chosen for the study. The method developed
by R. Kalendar et al. (2010) allows revealing the high level
of genetic diversity and it is cost and labour effective. The
method was successfully used for investigation of genetic
diversity of several species (Kalendar et al., 2010; Smykal
et al., 2011; Grauda et al., 2014; Kalendar, Schulman, 2014;
Klavina et al., 2014).

Materials and methods

Plant material

Spring and winter common wheat Triticum aestivum L. F| and
F, hybrids created at the Research Centre of the Institute of
Agricultural Resources and Economics (former State Stende
Cereals Breeding Institute, Latvia) were used for DH lines
obtaining (Table 1). Donor plants were grown in greenhouse
(+17 to +20 °C at night, +25 to +30 °C day, humidity ~70 %)
or in room conditions (+2042 °C, humidity ~40 %, 16 hours
photoperiod). Three weeks after sowing seedlings of winter
genotypes were vernalised at +4 °C for 8 weeks. Spikes of both
wheat types were collected when most microspores were in
the early or mid-uniculate stage. The developmental stage of
microspores was determined by squashing in acetic carmine
on a glass slide (Jacquard et al., 2003; Grauda et al., 2014).

Establishing of anther culture

and obtaining plants-regenerants

Collected spikes were maintained at +4 °C for two weeks.
Spikes were sterilised with 50 % commercial bleach (4 % of
hypochlorite content) water solution for 17 minutes, and then
rinsed 4 times with deionised and autoclaved water (Grauda et
al., 2005). Anthers were separated from spikes and, in equiva-
lent amounts, put on liquid induction medium AMC (Quinn,
Keough, 2002) with 2.5 mg/l CuSO,* 5H,0 (Grauda et al.,
2005). Petri dishes with anthers were maintained in a growth
chamber at +29 °C in dark conditions. After four weeks of
cultivation obtained embryos about 2 mm in diameter were
transferred onto regeneration medium 190-2 (Kunz et al.,
2000). Embryos were cultivated under light (+24 °C, 16 hours
photoperiod, light intensity 3000 1x). When embryos started

to develop green plantlets, they were transferred on rooting
medium: MS (3 % sucrose, 0.6 % agar) with 1 g/ml activated
charcoal. Plantlets were grown under light (+24 °C, 16 hours
photoperiod, light intensity 3000 1x).

After 2—4 weeks of cultivation on rooting medium the
plantlets with developed leaves and roots were transferred
into autoclaved mixture of soil and sand (1:1) and grown
in a growing room (+20+2 °C, humidity ~40 %, 16 hours
photoperiod). For the first days plantlets were covered with
glass jars to maintain high level of humidity.

Colchicine treatment

For the doubling of chromosome set the plantlets with well-
developed leaves and roots were chosen. Plants-regenerants
obtained from each cross combination of spring wheat hybrids
(Table 1, A—D) were split randomly into two equal groups —
plants regenerants which were treated with colchicine, and
another part which continued grown without colchicine treat-
ment (control). For winter wheat control was established for
two hybrid combinations (Table 1, E and F).

Roots of plants-regenerants were immersed in 0.2 %
colchicine solution for 4 hours. Then the plants were rinsed
with water, planted back into soil and cultivated in a growing
room (+20+2 °C, humidity ~40 %, 16 hours photoperiod).
Spring wheat plants-regenerants were grown in the mentioned
conditions till maturity. Winter wheat plants-regenerants
after 3 weeks of treatment by colchicine were transferred to
a growth chamber (+1 to +7 °C, dim-light) for vernalisation.
After 8 weeks of vernalisation survived plantlets were moved
to a growing room (+20+2 °C, humidity ~40 %, 16 hours
photoperiod) and grown till maturity.

Ploidy determination
In stage of tillering the second leaf from each plant-regenerant
was collected for ploidy determination by flow cytometry.
Collected plant leaves (approximately 0.5 cm?) were pre-
pared using CyStain PI absolute P reagent kit (Sysmex Partec
GmbH., Germany) accordingly to the manufacturer protocol.
Leaves were chopped by a razor blade in petri dishes, then
added 500 pl of the extraction buffer solution per sample,
and after 90 seconds were filtered by Partec 50 pm CellTrics
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disposable filter. Samples were coloured with staining buffer
solution with PI (propidium iodide) and RNAse in amount
of 2.0 ml and incubated in dark conditions for 60 minutes.
BD FACSJazz® cell sorter (BD Biosciences, USA) with
flow cytometer function was used to determine ploidy of
plant cells. The device was equipped with 100 pm nozzle
and used phosphate-buffered saline (BD Pharmingen™
PBS, BD Biosciences, USA) as a sheath fluid. Cell nucleus
counting events were triggered by forward-scattered signal.
The excitation of the cell fluorescence was made by 488 nm
Coherent Sapphire Solid State (blue) laser. The fluorescence
emission was measured at 585 nm (bandwidth 29 nm). Before
measurements, flow cytometer was calibrated using Sphero™
rainbow calibration particles (3.0-3.4 um, BD Biosciences,
USA) in phosphate buffered saline (PBS). The calibration was
considered as successful if the coefficient of variance (CV)
of the relative fluorescence of calibration particles did not
exceed 3 %. Cell nucleus counts were gated by the intensity
in fluorescence channel to include 95-99 % of target nucleus.
The intensity of fluorescence was expressed in arbitrary units
and analysed in logarithmic scale, used through the whole
research. No less than 3 x 103 gated cell nucleus were analysed
from each sample. Plants of wild wheat species Triticum urartu
(2x) and T. durum (4x), and two common wheat (7. aestivum)
varieties (6x) were used for establishing of relative fluores-
cence reference system.

Estimation of genetic diversity of plants-regenerants

Ten iPBS primers (Kalendar et al., 2010; Kalendar, Schul-
man, 2014) that showed high level of polymorphism of many
organisms were tested on the preliminary sample set of wheat.
Criteria for further analysing of diversity of plants- regenerants
was the difference in loci produced by mother plants of used
hybrids (varieties ‘Olivin’ and ‘Fantasia’). Primers showing
at least one different locus between mother plants were se-
lected for analysing of all plant material for further studies.
At first stage homogenity of mother plants on selected loci
were tested, then selected primers were used for analysing of
plants-regenerants. For genetic analysis DNA was extracted
from dried leaves using NucleoSpin Plant II kit (Macherey-
Nagel, mn-net.com) and standard protocol for plants. After
homogenization of dried plant material lysis buffer PL2 was
used (protocol part 2B), incubation time — 60 min. Extracted
DNA was examined for quality test by 0.7 % agarose gel
electrophoresis at 80 V for one hour, DNA quality also was
detected by spectrophotometer. DNA amplification was
performed in Gene Amp® PCR System 9700 thermocycler
(Applied Biosystems) under the following conditions: de-
naturation 95 °C/3 min, then 30 cycles and three-steps PCR
process: (denaturation at 95 °C/30 s; annealing at 50 °C/40 s;
extension at 68 °C/60 s) and the final annealing temperature
was 72 °C for 10 min. The concentration of DNA used in
PCR reactions was 30-100 mcg/ml and was quantified using
Eppendorf Biophotometer. The final concentration of reagents
in PCR mixture was: 1xDream Taq Buffer (Fermentas),
200 uM dNTPs (Fermentas), 1 uM primer, 2.5 U per 25 ul
DreamTagq polymerase (Fermentas) and 0.06 U per 25 ul Pfu
DNA polymerase (Fermentas). PCR products were visualized
by 1.7 % agarose gel electrophoresis with 25 x 10 gel track, in
1 X TAE buffer at40 V for 17 hours. Gel was dyed for 40 min-
540
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utes in deionized water with 20 pl/L 10 % water solution of
ethidium bromide and rinsed for 10 minutes in deionized
water. After visualization the agarose gel was documented
with digital camera (Y1lmaz et al., 2012).

Data processing

Generalized linear model (GLMs) was applied to detect factors
that influence seed production. Logistic and Poisson distribu-
tions were used in the GLM analysis (Quinn, Keough, 2002).
The best model was chosen based on Akaike’s Information
Criterion (AIC) values, and variance. The model with lowest
AIC value was chosen. Groups of two hybrids offspring, which
showed biggest difference in seed production (the greatest seed
existence among the lines, and complete seed absence), were
compared with t-test to determine the difference of percentage
of hexaploid cells. Statistical calculations were made using R
v. 3.2.3 and MS Excel software.

Results

Direct influence of cells ploidy on the formation of green
plants-regenerants was not found. The loss of wheat plant-
regenerants during transfer from in vitro culture to soil
was about 10 %, and no effect of genotype or cell ploidy
was observed. All evaluated wheat plants-regenerants have
cells of different ploidy, including diploid (21 = 6x) cells
(Fig. 1, b), nevertheless 60 % of those were mixoploids with
wide spectrum of cells with different ploidy (from 2x till 6x)
(Fig. 1, c and d).

Even plants-regenerants produced from the same hybrid
combination had different proportions of cells with various
ploidy, including different proportion of cells with 6x. This
presented, in general, very high genetic diversity within
and between offspring of different hybrids (Fig. 2). Only
presence of 6x cells ensures the development of seeds, the
plants- regenerants without hexaploid cells in all cases were
sterile regardless of cell ploidy (2x, 3x, or 4x). The presence
of 6x ploidy cells were found in all fertile plants-regenerants
and ranged from 8 % till 85 %. On the other hand presence
of 6x cells is not a guaranty of plant seed formation (Fig. 2, a,
hybrid B). Several plants-regenerants (Fig. 2, F) had seeds
at presence of even very small (less than 20 %) 6x cell per-
centage. Nevertheless, in the next generation offspring of
such plants formed stable DH lines with cell ploidy 2n = 6x.
Usually fertile plants-regenerants had more than 40 % of
hexaploid cells. As exception can be mentioned, that a plant-
regenerant with proportion of cells with 6x ploidy more than
70 % (Fig. 2, a, hybrid A) did not produce seeds, although
other regenerant from the same hybrid with only 32 % of 6x
cells was fertile.

Comparison of spring and winter wheat types pointed out
similar tendencies. All evaluated plants-regenerants of winter
samples presented on Fig. 2 (hybrids E and F) were mixoploids
before colchicine treatment and already contained cells with
ploidy 6x, from them hybrid E produced only sterile plants-
regenerants. Plants-regenerants of other winter wheat hybrids
after colchicine treatment were partly fertile (Fig. 3, hybrids
G—K), all of them also were mixoploid with different content
of 6x cells before the treatment. The level of fertility depending
of hybrid combination ranged in this set from 33 % (Fig. 3,
hybrid H) till 64 % (Fig. 3, hybrid I).
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The comparison with the control both
in spring and winter wheat showed than
colchicine treatment slightly enhancing
percentage of hexaploid cells only for
small part of plants-regenerants (data
not shown). The influence of colchicine
treatment on fertility of plants- regener-
ants was not observed.

Data analysis by generalized linear
model (GLM) method allowed estab-
lishing factors that determine seed for-
mation in plants-regenerants (Table 2).
GLM models explaining presence of
seeds and percentage of hexaploid cells
in linkage with genotype and colchicine
treatment. Percentage of hexaploid cells
(p <0.001) and genotype (p <0.01)
are significantly associated with seed
formation. Statistically significant
(» <0.001) influence of genotype was
observed in comparing of plants-regen-
erants obtained from genetically distant
hybrids and presented different seed
production frequencies. Percentages of
hexaploid cells as factor explained the
greatest data variance 34 %, showing
also the lowest AIC value. The influence
of colchicine treatment to increase of
percentage of hexaploid cells was not
significant (p = 0.864). Colchicine treat-
ment did not enhance seed production
of plants-regenerants.

Ten primers (Kalendar et al., 2010)
were used for testing varieties ‘Olivin’
and ‘Fantasia’. Among them three prim-
ers (2083, 2273, 2385) revealed differ-
ences between varieties in some loci.
Primer 2083 showed difference in one
locus. The presence of PCR-fragment
(dominant allele) in ‘Olivin’ was ob-
served, while ‘Fantasia’ is a carrier of
recessive allele (lacking PCR fragment)
in this locus (designated as locus 1).
Primer 2273 revealed differences in
two loci: locus 2 with dominant allele in
‘Olivin’ and recessive in ‘Fantasia’, and
locus 3 with dominant allele in ‘Fanta-
sia’ and recessive in ‘Olivin’. Primer
2385 also produced two loci: locus 4
with dominant allele in ‘Olivin’ and
recessive in ‘Fantasia’ and locus 5 with
dominant allele in ‘Fantasia’ and reces-
sive in ‘Olivin’. All tested plants of both
varieties were genetically homogenous.

Selected primers were applied for all
obtained plants-regenerants from the
hybrid ‘Olivin’/‘Fantasia’. Frequency
of dominant alleles in plants-regenerants
ranged from 66.0 % (primer 2385, lo-
cus 5) till 93.9 % (primer 2083, locus 1)
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Fig. 1. Examples of flow cytometry results: fluorescence of cell nucleus depending on ploidy level.

a. Fluorescence of nucleus of 6x cells of variety ‘Robijs’ used as control. b. Fluorescence of cell nucleus of
plants-regenerants with ploidy 2n = 6x. c. Fluorescence of cell nucleus of mixoploid plants-regenerants
with leading cell ploidy 2x and 6x. d. Fluorescence of nucleus of mixoploid plants-regenerants with wide
spectrum of cells with different ploidy: from 2x till 6x.
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Fig. 2. Distribution of plants-regenerants obtained from genetically different F; hybrids (A-F)
depending of percentage of 6x cells.

a. Distribution of fertile (black circles) and sterile (grey circles) regenerants. b. Total distribution of
regenerants.

(Table 3). In one plant-regenerant (B1-2) de novo locus was identified by primer
2083 (Fig. 4), which was present neither in parents nor in other plants-regenerants.

Discussion

The anther culture is one of common methods for wheat DH obtaining. The method
drawback is high genotype dependence in all crucial phases of microspore initiation
and cultivation and growing of plants-regenerants. The improvement of mother
plant cultivation, spikes pre-treatment and anther in vitro cultivation enhance the
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Bl Fertile  frequency of microspore development till green plants-regenerants, but not always
Sterile  led to obtaining of large number of DH (Kunz et al., 2000; Tuvesson et al., 2003).
100% - — Doubled haploid obtaining in in vitro system is related to high cell stress (Touraev et
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Fig. 3. Proportion of fertile and sterile plants-
regenerants of different winter wheat F,;
hybrids (G-K).

al., 1997) underlying genetic and epigenetic variation of plants-regenerants (soma-
clonal variation). In the anther culture each plant-regenerant is developed from one
microspore (cell), which is subject to genetic changes induced by stress (Dhooghe
et al., 2011). Probably, it also explains the high diversity of plants-regenerants by
ploidy, including that of regenerants obtained from the same hybrid (Fig. 2). Flow
cytometry gives possibility to examine the ploidy of several thousands (in this
investigation 3 x 103) cells of each regenerated plant, therefore the obtained results
are undeniable. Nevertheless, it is necessary to take into account that for ploidy
analysis the leaves were used. In case of plant mixoploidy the percentage of 6x cells
in leaves and in flower can be different. It is clear that seeds formed only plants-
regenerants that have cells with 6x ploidy, majority of fertile plants-regenerants had
more than 40 % of hexaploid cells. The percentage of 6x cells in plants-regenerants
and diversity in cell ploidy demonstrated association with mother plant (hybrid)
genotype. Percent of spontaneous diplodization of wheat plants-regenerants in
anther culture also showed genotype (hybrid) dependence.

Table 2. Results of analysis by generalized linear model (GLM) of influence of different factors on producing of plants-regenerants

Related parameters Variance, % P-value AIC
C6xcells % - presence o seeds 445 484e07* 7017
Genotype - presence of seeds - 03 00013 0681
Colchicine treatment - 6xcells, % - o84 2713

* Significant relations.

Table 3. Frequency of dominant alleles in plants-regenerants of the hybrid Fantazia/Olivin

Primer Locus designation Number of tested individuals Individuals with dominant allele, n (%)
2083 1 66 62(93.9)
2273 2 75 56 (74.7)
2273 3 52 43 (82.7)
2385 4 48 44 (91.7)
2385 5 47 31 (66.0)
M O (6} F B1-2 x1/1 X1/2 X2/2 Y5-1 E1/2 + - M
3.0 kbp . N ol

2.0 kbp

1.5 kbp

Fig. 4. PCR-products produced with the primer 2083.
M - weight marker; O -‘Olivin’; F - ‘Fantasia’; B1-2 till E1/2 - plants-regenerants; ,+/-, — positive and negative controls. The new band,

not presented in any of parents, is pointed by arrow.
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The role of colchicine treatment in wheat DH lines produc-
tion is still a question. For enhancing of DH producing and cell
diplodization colchicine can be used as an additional stress
factor in the medium of pre-treatment, in the induction medium
and directly for the treatment of plants-regenerants (Pauk et al.,
2003; Soriano, 2007). In our previous experiments about 10 %
of wheat plants-regenerants spontancous diplodization and
producing seeds without colchicine treatment was evaluated.
The use of colchicine treatment increased this rate, depending
on the genotype, till 20-70 % (Grauda et al., 2014). However,
in this study colchicine treatment had not significant positive
influence on the increasing of diploid (27 = 6x) cell proportion
and on fertility of plants-regenerants. It could be suggested that
the method is not effective for genotypes without tendency
to formation of diploid (2n = 6x) cells (self-diplodization).

Using in vitro methods, such as anther cultures, is related
to development of novel structures, including calluses, what
can have influence on the activity of retrotransposons. LTR
retrotransposons are located mostly in uncoding regions of
plant genome and cannot have direct effect on forming re-
generation zones in gametic calluses and on development of
plants-regenerants (Kalendar, Schulman, 2006). This assump-
tion is confirmed by results of analysis of plants-regenerants
using primer 2083: one of plants-regenerants (B1-2) contains
new dominant allele in comparison with both parents what
indicate a retrotransposon moving. However, this novelty
has not interfered with the development of vital plant. In
other cases, somaclonal variation induced by retrotransposons
moving can affect different traits of plants. Those changes are
unpredictable, they may be hereditary or epigenetic, and most
of them are negative from agronomic point of view. For this
reason DH lines formed by plants-regenerants often are unus-
able for obtaining new varieties (Pierik, 1997; Grauda et al.,
2005). Certainly, the genetic diversity of the plants-regenerants
obtained in anther culture is a combination of parent’s allele
segregation and somaclonal variation.

Use of all genotypes with different anther response for
obtaining of large number of DH lines for breeding makes
this method too expensive to be used for routine purposes.
Another option is the use of anther culture only for responsive
genotypes (Irikova et al., 2011; Murovec, Bohanec, 2012). In
this case obtaining high number of DH lines from hybrids of
unknown androgenesis response should be organized in two
stages: the first — selection from breeding initial material hy-
brids responsive in anther culture, which produced embryos
able to regenerate green plants, and, the second — producing of
large number of DH lines from corresponding hybrids. Devel-
oping appropriate timeline for obtaining DH plants is option
considerably decreasing expenses of DH lines production,
especially for winter wheat, and, as well, give a possibility
for evolution of some agronomic traits (for example disease
resistance) already in the first cycle of creating DH lines.
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HoBble reHeTHUYECKIEe pecypcChl B CeIeKIIMN ITHIeHUIIbI
Ha YBeJnueHNe cofep>XaHus 0e/lKa B 3epHe

O.IT. Mutpodanosa @, A.I. Xakumosa

DepepanbHoe rocyaapcTBeHHOe OlogKeTHOe HayuHoe yupexaeHue «DefjepasbHblii NCCIEA0BATENbCKUI LLeHTP BCcepocCUncKMin MHCTATYT reHeTUYeCcKnX

pecypcoB pacTeHuii um. H.W. Basunosa», CaHKT-TeTepbypr, Poccua

B 0630pe npuBedeHbl CBEAEHNA O FeHETUYECKMX NCCefoBaHUAX
coflepaHna 6eka B 3epHe y pa3Hbix BuaoB Triticum L. v Aegilops L.
PaccmoTpeHbl 3aKOHOMEePHOCTU reorpaduyeckon U3MEHUYMBOCTA
3TOro BaXHOro CeneKLNOHHOrOo NPu3HaKka 1 pesynbTaTbl MHOTONeTHeN
OLeHKM Mo Hemy 06pa3uos Konnekuun BUP. Ha ocHose 3Tux oueHoK
chopMmpoBaHa CTeP>KHEBaA KOSIEKLMA BbICOKOOETKOBbIX reHeTuYe-
CKMX MCTOYHUKOB. B Hee BKloUeHbl AnionaHble BUAbI SrUIoncC —
[OHOpPbI FTeHOMOB B, G 1 D annononunnovaHbIX NeHut 1 06pasubl
-, TeTpa- 1 rekcanionaHbiX BUAOB niueHuubl. B 1970-1980-e rr.
MCMob30BaHMe BbICOKOOENTKOBbIX MCTOYHUKOB B cenekuyun CLLIA

1 KaHagbl NprBENo K yBeNMYeHWIo cogepaHna 6enka B 3epHe MArkomn
nweHnubl Ha 0,5-3,0 %, ogHaKo fanbHenLwWwero LeneHanpaBieHHOro
€ro NoBbILWEHNA C MOMOLLbIO TPAAULNOHHbIX METOA0B CeNneKkLnn
[OCTNYb He yaanoch. MpopbiB B yBeNMYeHNN COAepKaHnA CyMmap-
Horo 6enka B 3epHe HaMeTUCA C Pa3BUTMEM METOAOB MOJIEKYAP-
HOW reHeTUKIN 1 pa3paboTKy MONeKYNIAPHbIX MapKepoB. Bnepsble

y T. dicoccoides 6bin ngeHTMGMLMPOBaH GYHKLNOHAMbHbIN NIOKYC,

unu reH Gpc-B1 (xpomocoma 6BS), BnuAOLWMIA Ha HakonneHne 6enka,
LIMHKa 1 Xene3a B 3epHe, KOTOPbIV KNOHNPOBaH U AeTanbHO U3YyYeH.
C ncnonb3oBaHVeM MOMIEKYAPHbIX MapPKePOB aKTUBHbIN ansienb
3TOro reHa 6bi1 06HapyeH Y HEKOTOPbIX MECTHbIX U CTapbIX Cemnek-
UMoHHbIX copToB T. dicoccum, T. durum, T. spelta v T. aestivum. bonee
TOro, y MArKOW MLIeHuLbl 6blnn BbiABAEHbI reHbl Gpc-Al, Gpc-D1

n Gpc-2 Ha xpomocomax 6A, 6D 1 BTopor romeonornyHom rpynmbl
COOTBETCTBEHHO. Bce 3TU reHbl 6biiv naeHTUOULMPOBaHbI Kak
NAC-daKkTopbl TPaHCKPUMNLMK, UTPatOLLe BaXKHYIO POJib B YCKOPEH-
HOM CTapeHUW PacTEHNI 1N PemMobUIM3aLMmM NUTATENbHbIX BELLECTB
13 NICTbEB B 3epHo. eHbl, poacTBeHHble Gpc-B1 T. dicoccoides, obHa-
py»keHbl B G reHome T. timopheevii n B B (=S) reHOMe y pa3nnyHbix
BuAaoB Aegilops sect. sitopsis. DyHKUMOHanbHble annenun Gpc-B1 BBee-
Hbl B KOMMepYecKmne copTta TeTpa- 1 rekCcanionaHon nieHnLbl, N Kak
pe3ynbTaT, B pa3HblX CTpaHax Mypa Co3AaHbl HOBble BbICOKOOeNKoBble
1 BbICOKOYpPO»aliHble copTa 1 Cepyy MOYTU N30TeHHbIX INHUIA, Nepc-
NeKTUBHbIE AS1A HaYyYHbIX NCCIE[OBAHUN U CNEKLNN NEHNLbI.

KntoueBble cnoBa: reHeTMyeckne pecypcbl; Triticum; Aegilops;
cofepkaHue 6enka B 3epHe; reHbl GPC; NAC-paKTopbl TpaHCKpUnumm;
cTapeHue; peMobunmnsaumna; MoneKkynapHble MapKepbl; cenekumsa.
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New genetic resources in wheat
breeding for an increased grain
protein content

O.P. Mitrofanova®, A.G. Khakimova

N.I. Vavilov Institute of Plant Genetic Resources, St. Petersburg,
Russia

The present review offers an overview of genetic
research on grain protein content (GPC) in various
Triticum L. and Aegilops L. species. Regularities in geo-
graphic variability of GPC and the results of a long-
term screening of accessions from the VIR collection
for this trait are considered. On the basis of these
assessments, a core-collection of genetic sources with
high GPC has been formed. It includes the diploid
Aegilops species as donors of B, G and D genomes

for allopolyploid wheats, as well as accessions of di-,
tetra- and hexaploid wheat species. The use of high-
protein sources in wheat breeding in the United
States and Canada in the 1970’s-1980's resulted in

the bread wheat GPC increase by 0.5-3.0 %; however,
further purposeful attempts at increasing GPC by
traditional breeding methods failed. A breakthrough
in increasing the total GPC has been achieved as

a result of molecular genetics methods and molecular
markers development. For the first time, a functional
locus, or the Gpc-B1 gene (chromosome 6BS) affecting
the accumulation of protein, Zn and Fe in grain, was
identified in T. dicoccoides, cloned and studied in detail.
The application of molecular markers has revealed the
active allele of this gene in some landraces and old cul-
tivars of T. dicoccum, T. durum, T. spelta and T. aestivum.
Moreover, Gpc-A1, Gpc-D1, and Gpc-2 wheat genes
have been found in chromosomes 6A, 6D and home-
ologous group 2, respectively. All these genes have
been identified as NAC transcription factors, which
play an important role in the accelerated senescence
of plants and remobilization of nutrients from leaves to
grain. The genes related to Gpc-B1 from T. dicoccoides
were found in the G genome of T. timopheevii and

B (=S) genome of different species of Aegilops sect.
sitopsis. Functional Gpc-B1 alleles have been intro-
duced into commercial tetra- and hexaploid wheat
cultivars, and it resulted in the creation of new high-
protein and high-yield cultivars and series of nearly
isogenic lines in different countries. They are promising
sources for research and wheat breeding purposes.

Key words: genetic resources; Triticum; Aegilops;

grain protein content; GPC-genes; NAC transcription
factor; senescence; remobilization; molecular markers;
breeding.



ojiepkanue cymmapHoro 6enka (Grain protein content,

GPC) u cocraB WHANBHUIYATHHBIX OCITKOB — Ba)KHBIC

COCTABJIAIONINE KadecTBa 3epHA MIICHUIBL. OT HUX
3aBHCAT MUIIEBasi LIEHHOCTh M TEXHOJOTHYECKHE JTOCTOUH-
CTBa 3€pHA, a TaKXKe KadyeCTBO BHIPAOATHIBAEMBIX W3 HETO
KpyI ¥ MyKH. J{Jist Xi1e0oIeueHsl, M3TOTOBICHHST MaKapoH,
JIAMIIHN, KOHIUTEPCKUX HU3AeNUN WIN A7 KOPMOIPOU3BOA-
cTBa TpeOyeTcst 3epPHO C PA3IUIHBIMU TEXHOIOTHYECKUMU
U TOBapHBIMH XapaKTEPUCTUKAMH, B TOM YHCIIC C Pa3HBIM
YPOBHEM coJiepKaHus Oenka.

B 6n1Brrem CCCP 65utH TOCTUTHYTHI BEIJAIOIIHECS YCIIEXH
[0 CO3/IaHHUI0 BBICOKOYPOXKAMHBIX COPTOB CUJIBHOM U LIEH-
HOM MSATKOW mueHuusl Iriticum aestivum L. 1 ylnydllIeHUIO
KadecTBa 3epHa TBepaon mmeHuns! 7. durum Desf. Onun u3
(hakTOpOB, CIIOCOOCTBYIOMIMX ATHM YCIIEXaM, — BOBJICUCHHE
B CEJIEKLIMIO 0XapaKTEePHU30BAHHOTO MO PA3IHUYHBIM MPU3HA-
KaM MHPOBOTO Pa3HOOOpa3us MIIEHHUI] COPTa U3 KOJUIEKIINH
Bcecoroznoro nneruryra pacrenneBonctsa (HerHe ®IBHY
«DenepanibHbIN HCCIEeI0BaTENbCKUM LIEHTp Beepoccuiickuit
MHCTUTYT FEHETUUECKUX pecypcoB pactenuii umenu H.M. Ba-
BuitoBay, BIP). Co3nanne BHICOKOypOXKaHHBIX M BEICOKOKA-
YECTBEHHBIX COPTOB OCTAETCs IPUOPUTETHOM 3aa4ei U 1S
COBPEMEHHOM CEeNEKIINH MIICHUIIBL.

OcHOBHas 1elb JaHHOTO 0030pa — PacCCMOTPETh B MCTO-
pHYECKOM acriekTe (POpMUPOBAHUE FEHETHYECKUX PECYPCOB
TMIIICHUIIB! TSI NCTIONB30BaHMS B CENIEKIINN HA YBEIWUCHUE
coJiep KaHUsl CyYMMapHOTO OeJIKa B 3epHE; 0XapaKTEePH30BaTh
HEJIaBHO BBISBIICHHBIE GpC-T€HBI, KOTOPbIE OTKPBIBAIOT HOBBIE
BO3MOYKHOCTH JUTSI paOOTHI C 3TUM IIPU3HAKOM, H ITOKA3aTh JI0-
CTHTHYTBIC YCIIEXH 110 BBEACHUIO (DYHKITMOHAIBHBIX aJUTeIeH
Gpc-B1 B pa3nuyHbie copTa.

OopmupoBaHue B coctaBe Konnekuuu BUP

FeHOd)OHﬂa BbICOKOGETIKOBbIX NICTOYHNKOB

B paznuuHbIX cTpaHax Mupa K Hayaimy XX B. MHOTOYHUCIIEH-
HBIMH UCCIICIOBAHNSIMHU OBLJT OTIPEIEIIEH KOMITJIEKC OCHOBHBIX
BHEIIHHUX ¥ BHYTPEHHUX (PAKTOPOB, BIUSIONIMX HA HAKOILIE-
Hue Oernka B 3epHe (VBaroB, 1928-1929, 1947). Cpenn BHeI-
HUX (haKTOPOB Ha3BaHBI KIMMAT (TeMIeEparypa, KOJINIeCTBO
0CaJIKOB) M IJIOAOPOANE MOYBHI (COAEp:KaHUE AOCTYIHOTO
a30Ta Ul pacTeHUs ), IIPU 3TOM POJIb KIMMaTa MpU3HAHA
3HAYUTENIFHOM, HO HE PEIIAIONIEH, TOCKOJIBbKY YITyUIICHHEM
TUIOZIOPO/IHS TTOYBBI MOXKHO OBLIO CYIIECTBEHHO HUBEIHPO-
BaTh BIMSTHUE €CTECTBEHHBIX PA3IHYUN M0 KIMMATHIECKUM
ycnoBusiM. Cpean BHYTpEHHUX (DaKTOPOB MPUOPHUTET OTAAH
TeHOTHUITYy COpTa, KOTOPBIH KOHTPOJIUPYET MPOLECCHl pocTa
U pa3BUTHUS PACTCHUI IIIEHUIIBI, TOTIOMIEHNS ¥ YCBOCHUS
13 OKPY’Karollel cpesbl XUMHYECKHUX deMeHToB. OnHy u3
JTUAUPYIOUIUX TO3UIUN B 3THX HCCIEIOBAaHUAX 3aHUMAJ
BUP. UccrnenoBanus OBLIM TECHO CBSA3aHBI C TPOBEICHUEM
reorpaMuecKux MOCEBOB W OPTaHM30BaHHOW B 1924 r.
H.M. BaBuiossiM ceTbio ['0Cy1apCTBEHHOIO UCIBITAHUS
HOBBIX ¥ MHTPOIYLHPOBAHHBIX COPTOB MATKOM M TBEPAOH
rrennns! (MBanos, 1928—-1929; Usano, Kasruanyes, 1936;
Kusirunnues, 1951). Ha ocHOBe MHOroJIeTHEro M3ydeHus
COPTOB B PA3JIMYHBIX MOYBEHHO-KIMMAaTHUECKUX YCIOBHAX
OB CcOCTaBIICHBl OPUEHTHPOBOYHBIE TeorpapuiecKue
KapThl CPEIIHEr0o cojepkaHus Oefika B 3epHE Ul KaXIO0ro
perroHa Bo3aenbsiBanus. Hanbosee mpUrogHsIMy IS TIOITY-
yeHHs BbICOKOOekoBoro (17—19 % u Ooiee) 3epHa MATKOM
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1 TBEPIOH MILEHULbl OKAa3AJIUCh IOr0-BOCTOK €BPOIECHCKON
gactu PCOCP, crens Cpennert u Hwxneit Bonrn, Ilpen-
KaBKasbe, CTENb M I0XKHas Jecoctenb 3ananHoid Cudupw,
crenHas 9acTh YkpanHckoil CCP, ceBepHast 1 r0)KHas 4aCTH
Kazaxckoit CCP (I1BanoB, 1947). BriepBrie ObITO yCTaHOB-
JICHO, YTO TIPH NPOABHKEHHUH TIICHUIIBI C CEBEpO-3aIiaia Ha
I0T0-BOCTOK YBEJIMYMBAECTCS COJEpIKaHHe Oeska, 4To, BO3-
MOKHO, CBA3aHO C yBEIMUYCHUEM Ae(HUINTA OCAIKOB U JOIU
M0YB, OOTaTHIX a30TOM.

O0o001IeHe 1 CPAaBHUTENIBHBIN aHaIU3 JUTEepPaTypHBIX
CBEJICHUII O CPETHEM COZIEPKAHUM OEJIKA B 3€PHE MIICHUIIBI
OTJENbHBIX CTpaH Mupa 3a nepuon ¢ 1920 mo 1930 r. nanu
ocnopanue K. A. ®msxcoeprepy (1932) no6aButh k nepevmc-
JIeHHBIM BhIIe pernoHaMm ObiBiero CCCP cremnbie u eco-
cTenHble paiioHbl CeBepHON AMEPHUKH, TIE TAKKE Y MIIEHULBI
dhopmMupyeTcsi BeicokoOekoBoe 3epHo. Hanbonee Hu3Kkuit
MIPOIICHT OeJka B 3epHE OBLI OTIpe/IeNieH A1l COPTOB U3 CTPaH
¢ opomaeMbIM 3emitesienuem (Basuios, 1935).

Crnenyronuii MUK akKTUBHOCTH HCCIIEJOBAaHUN KayecTBa
3epHa mpumencs Ha nepuon ¢ 1960 mo 1980 rr. OcHoBHOI
AKIEHT OBLI CIeNlaH Ha TIOMCK B KOJUICKIMN TieHuisr BIP
HCTOYHHUKOB BBICOKOI'O COJICpKaHuUs Oelika ¢ Hanbosee cha-
JIAHCHPOBAaHHBIM COCTaBOM IO HE3aMEHHMBIM aMUHOKHUCIIO-
Tam, rpex;e Beero mm3uny u tpunrodany (Konapes, 1975;
1980; Konapes, Umenesa, 1977). Bmecte ¢ MsTKOii 1 TBepaAOi
NUIEHULIEH OLIEHUBAIU Apyrue BuAbl Iriticum L. 1 paznuu-
Hble BUbI Aegilops L. BIsSBIICHO TOBOJIBHO OOJIBIIOE YHCIIO
T'CHCTUYCCKNX HCTOYHHUKOB, CT8.6I/IJ'I])H0 BOCIIPOU3BOAMBIIINX
CBOM XapaKTEePHCTUKH MPHU BBIPAIIMBAHUU B PA3IHUHBIX
MoYBEHHO-KIMMarnyeckux ycioBusax (ITokposckas, 1967;
Sxyouunep, [Tokposckas, 1969; 1971a, 6; ITokposckast, Xo-
peBa, 1971; Trorepes u 1p., 1973; Konapes u ap., 1979). Ilo
Mepe BBISIBICHHS BCE 9TH UCTOYHHKH YCIOBHO OOBEANHSITN
B OT/IEJIbHBII TeHO(OH/I, CTEPIKHEBYIO KOJUIEKIHIO, BBICOKO-
OenKOBBIX MIICHWI. B Hell mpencTaBieHBl IUKHE, cliabo-
OKYJIBTYPEHHBIC M BO3/IEIIbIBAEMbIC BHUIBI ITIICHHUIIBI M IUKUE
BUABI OTUJIONC, IPEATIoIaracMbi€ JOHOPBI TCHOMOB B, GubD
AJIOTOJIMTION/IHBIX TIIEHUII. [lepedeHb BHI0B, NMEIOLINX
00pa31pl ¢ Oosree BHICOKMM COZIEpKaHUEM OelIka B 3epHE, 4eM
y MSTKOH U TBEpAOH! MIIICHUIIB], TPHUBE/IEH B TabIUIIE, B KOTO-
Ppoif Taroke MoKa3aHbl TPEeIelbl BAPbUPOBAHMS IPH3HAKA 1 €TO
cpenHsis BennmunHA. [laciopTHbIE TaHHBIE BHICOKOOGIKOBBIX
00pa30B-UCTOYHUKOB MOXKHO HaWTH B MyONIMKALUAX U Ka-
tajorax BUP. O6mmpnas napopManus o MATKOH MIIEHHUIIE
C BBICOKHM COjiepKaHueM Oellka B 3epHE TaK)Ke MPUBOIAUTCS
B ctartbe V.A. Johnson (1976).

B 1970-1980-x rr. B pa3snu4HBIX CTpaHaxX MHUpa ObUIH
pa3paboTaHbl CEICKIMOHHBIC MPOTPaMMBbI 110 CO3TaHUI0
BblCOKO6eﬂKOBOI>II MIIEHUIbI U IPOBECACHBI CCJICKITMOHHO-T'C-
HETHUYECKUE HCCIIEA0BAHNS BHY TPUBHIOBBIX THOPUIOB, TIOIY-
YEHHBIX C yYacTHEM BBICOKOOCITKOBBIX MCTOYHHKOB MSTKOM
u TBepﬂOﬁ TIICHUIIBI. Han60ﬂee HWHTCHCUBHOC PAa3BUTUC OTU
uccnenoanus nonyunan B CIIA u Kanane, rae kommaecTBo
0eJKa B 3epHE COPTOB MATKOM MIIEHUIIBI OBIJIO YBEINYEHO Ha
0,5-3,0 %. (Shewry, 2007). bbuto moka3aHo, 4To MPU3HAK
«coJiepikaHne CYyMMAapHOTO Oellka B 36pHE» — IOJIUTCHHBIN.
Ha ero mposiBienue cuiibHOE BIMSHHE OKa3bIBAIOT YCIOBUS
BHEIIIHEH Cpe€abl, OAHAKO B FI/l6pl/IZlHI)IX PpacICIUIAOIINXCA
MOMYJISIUSIX BBISBIIAIOTCS (POPMBI, YKIOHSIOMINECS B CTOPOHY
BBICOKOOEJIKOBOTO ponuTesst. [I0oBBICHTh y MTOTOMKOB 3THX
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XapakTepuctuka sugos Aegilops L. — BoHOpoB reHoMoB B, G 1 D annononnnaongHol nweHuubl n BuaoB Triticum L. no cofeprkaHuio

cyMMapHoro 6esika B 3epHe*

pynnbl BUAOB (YMCI0 XPOMOCOM, FreHOM)

Yncno nsyyeHHbIx
obpasuoB

benok B 3epHe, %

*06061eHbl AaHHble 13 KaTanoros MupoBol Konnekumn BUP: 1972, Bbin. 100; 1976, Bbin. 182; 19774, 6, Bbin. 203 1 215; 1983, Bbin. 364; 1999, Bbin. 698; 2003,
Bbin. 744.

(hopm conmepkaHre OeIKa MOKHO C TMOMOIIBIO BO3BPATHBIX
ckpemuBannii ¢ HuM ([lopodees u ap., 1972, 1987; Johnson
etal., 1985). Mexy conepkaHueM Oelika B 3epHe 1 ypoxKai-
HOCTBIO OOHAPY’KEHA OTPHLATENbHAsT KOPPEISIIus, KOTopast
YCIIOKHSICT CEJIEKIIMIO Ha TOBBIMICHHE 000WX MPHU3HAKOB
onHoBpeMeHHo. [lo 3Toil nmpuumnHe, a TakKe BCIIEACTBUE
CJI0KHOW MOJMIE€HHOM NPUPOIbI NPU3HAKA U CUIBHOM €ro
M3MEHYMBOCTH TI0]T AEHCTBUEM BHEIIHUX (DaKTOPOB JOCTHYD
HaﬂbHeﬁHIeFO CYHICCTBCHHOI'O MMOBLIIIIECHUA COACPIKAHUA 66.]1—
Ka B 3epHE MIIEHUIIBI HE y/1aJl0ch. B HacTosIee BpeMs ouTH
BO BCEX XPOMOCOMaX IIICHHIBI 0OHAPYKEHO OOJIBIIOE YHCIIO
TJIaBHBIX U MUHOPHBIX JIOKYCOB, BIIUAIOMIUX Ha KOJIUYECTBO
6enka B 3epre (Balyan et al., 2013; Mclntosh et al., 2013).
Jlokychl BOBJICYECHBI B 3MUCTATHYECKHE B3aNMOJCHCTBUS

U HE CTAaOMIBHBI B CBOEM (DEHOTHUIIMUECKOM IPOSIBICHUH.
MHorue u3 HHX paccMoTpeHsl B 0030pe B.A. Kpynnosa
u O.B. Kpynnosoii (2012). BaykHo 0TMETHTB, YTO 10 KOHLA
XX B. BBICOKOOEIIKOBBIE NCTOYHUKHU CJIA00O0KYJIBTYpPEHHBIX
U IUKUX BUJOB MMIIEHUIBI MAJIO HCIIOIb30BATINCh B CENEKIIUU
Ha yBEJIMYCHHUE COZIepKaHus Oellka, OTEHIM A UX TeHeTHYe-
CKOTO pa3HOOOpa3usi HE PaCKpPHIT.

leHbl Gpc-1 (NAM-1) n Gpc-2 (NAM-2) T. dicoccoides
(Koern. ex Aschers. et Graebn.) Schweinf.,
BAMAIOLIME Ha copepKaHue 6enka B 3epHe

HoBble BO3MOXKHOCTH JJId CCJICKIIMM Ha IMOBBIIICHUC CyM-
MapHOTO OeJika B 3€PHE TIOSABUIINCH B CBA3HU C BBISABJICHHUEM
y T dicoccoides (2n = 4x = 28, renomHuas ¢popmyna BBA"A"),

leHeTMKa 1 cenekumna pacteHun
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HoBble reHeTnueckne pecypcCbl B cenekymnmn nweHnubl
Ha yBenunyeHumne cogepKaHna 6enka B 3epHe

WINA TAKOU NTBY3CPHSIHKH, KPYITHO3EPHBIX BBICOKOOCITKOBBIX
00pa3ioB (Avivi, 1978). Onun u3 Takux 06pasmnos, FA-15-3
(manee DIC), u3z M3pawnnsi, ObUI BKJIIOYEH B CKPEIIMBAHUS
¢ TBepnoii mmeHurer, coprom Langdon (mamee LDN), s
OTIpe/IeNICHUsT XPOMOCOM, BIIHSIIOIIMX Ha KOJUYECTBO Oell-
ka B 3epHe (Joppa, Cantrell, 1990; Cantrell, Joppa, 1991).
W3yuenne nucoMubix auHUM copra LDN ¢ uyyxepoaHbim
3aMeIeHHeM XPOMOCOM T0Ka3alio, YTo Hanbosiee BHICOKUI
nporeHt Oenka Opu1 y muHIN LDN(DIC-6B), Hecymeit mapy
xpomocoM 6B ot DIC. C momoIipio peKOMOMHAHTHBIX 3aMe-
IIEHHBIX JIMHUH, TIOJIyYEHHBIX OT CKPELIMBAHUS 3TON JIMHUU
¢ penunueHTHBIM copToM LDN, 65T BEISIBIICH JIOKYC, BITHSI-
FoIIHiA Ha coeprkanue 6enka. OH OBLT 0003HAUCH KaK JIOKYC
KOJIMYECTBEHHOTO npu3Haka QGpc.ndsu-6Bb u xapTHpOBaH
B KOPOTKOM Iiede 6B XpomMocoMbl, BOIMH3U IIEHTPOMEPHI,
MEXIy MapKepHBIME JIokycamu Xabg387-68B n Xmwg79-6B
(Joppaetal., 1997). [To3aHee 3TOT JOKYC YCIENIHO OBLI Iepe-
JIaH B spoBYI0 MsTKyto mmeHuiry (Mesfin et al., 1999).

Jns Besicuennst pyakuun QGpce.ndsu-6Bb u yrouneHns
I'PaHULl €r0 MECTOIOJIOKEHUSI B TpEeJeNax MepeaHHoTo
xpomocoMHoro cermeHTa oT DIC ObuH HCTTONB30BaHBI pas-
JMYHBIC MOJICKYIISIPHBIC MapKEPBI U TIOCTPOCHBI TCHETHYCCKAsT
1 (hpu3nuecKast KapThl BHICOKOH IJIOTHOCTH MEPEIaHHOTO CeT-
MeHTa. Kpome Toro, O6puta ompezeneHa MUKPOKOJUTHHEAP-
HOCTH MKy TEHAMH B 3TOM CETMEHTE M Ha yJacTKe KOPOT-
KOTO Ij1e4a XpoMocoMbl 2 Oryza sativa L., BbIABISIEMOM TEMU
e mapkepamu (Olmos et al., 2003; Distelfeld et al., 2004,
20006). JIokyc BBICOKOTO Cofep KaHuUs Oelka OBLT OTpeeNeH
Kak IpocToil MeHnaeneBckuil ren Gpc-BI NpUMepHO B LIEH-
TpaJbHON YaCTH CETMEHTa, Ha yJacTke pazMepoM B 2,7 cM
MEXIy MapKepHBIMH JOKycamMu Xcdo365 u Xucw67. Ycta-
HOBJICH BBICOKUI YPOBEHb KOJUIMHEAPHOCTU MEKIY TeHAMH
Ooubieit yactu (2,1 cM) aToro y4yacrka, pyIaHKUPOBAHHOTO
MapKepHBIMH JIOKycaMu Xucw?75 u Xucw67, n PpparMeHTa
B 350 T. 1. H. KOPOTKOTO TuIeYa XpoMocoMsbl 2 puca. [Tokaza-
HO, YTO OIMH U3 MAapKEPHBIX JIOKYCOB, a UMEHHO Xuhw84,
Kocerperupyet ¢ reHoM Gpe-B1. OH opTONOrn4eH reny puca
OSJNBa002E05.19-1 1 MOXKeET ObITh T€HOM-KaHIA1aTOM IS
Gpc-Bl.

[Ipu manmpHeIeM YTOYHEHWU TPaHUI] ydacTKa, B KOTO-
pom nokanuzoBaH Gpc-Bl, Oblia HaiiieHa MoCie0BaTeb-
HOCTb pazMepoMm 7,4 T.11. H., WACHTHQHUIMPOBAHHAS MEXITY
MapKepHBIMH JIOKycaMu Xuhwl06 u Xucwl(09 Kak TeH, KO-
nmupytonmit NAC-nomennsiii 6enok (Uauy et al., 2006b).
NAC-6enku, mpUHAJISKAIINE K OJHOMY M3 CAMBIX OOJIBIITNX
U crenuuIHBIX a7 pacTeHui cemericTB NAC-dpakTopoB
TPAHCKPHIIIUH, YYaCTBYIOT B PETYJISLUHN PA3INYHBIX MPO-
rpamMMm pa3BUTHUs PACTEHHUI, KOHTPOJIE 3aIMTHBIX pEaKIuil
Ha OMoTHYeckue U a0MOTHYECKHUE CTPECCOPHI, OHU HTPAOT
B)XHYIO POJIb B Iporiecce crapenus pacrenuit (Olsen et al.,
2005; Puranik et al., 2012; Rahaie et al., 2013; Podzimska-
Sroka et al., 2015). TTepBpie 4iIeHBI 3TOTO cEeMEHCTBAa OBLTH
BBISIBIICHBI U OXapaKTepu30BaHbl y netyHun (Petunia): NAM
(Non-Apical Meristem) TpaHCKpUTIITUOHHBIH (aKTOp, OTBET-
CTBCHHBII 3a 00pa30BaHNE aTMKAIFHOW MEPUCTEMBI TI00eTa,
a Tak)Ke B PacTEHUSX MOAENbHOro o0bekra Arabidopsis
thaliana: ATAF1 (Arabidopsis Transcription Activation Fac-
tor), ATAF2 u CUC2 (Cup-Shaped Cotyledon). [lepBsie nBa
Oeinka y apabujorcuca y4acTBYIOT B PEryJISIIMM OTBETHBIX
peakiuii Ha MeXaHUIeCKOe TOBPEXIeHNE pacTeHUH 1 Heba-
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TONPHATHBIE a0MOTHYECKUE (PAKTOPBI, KOTOPBIE COMPSIKEHBI
¢ OMOCHHTE30M a0CIIM30BOM KHCJIOTHI, ITOCIIENHUN U3 HHUX
OTIpEEISIET IPAHUILY MEXY CEMSIONSIMU ITPH pa3BUTHH 3a-
ponsiia. Ha ocHoBaHuu BBISIBIEHHOTO cxo7icTBa reHa Gpe-B1
¢ NAC-¢akropom TpaHCKPUTIIINK OH OBLT TaKke 0003HaYEH
kak NAC-B1 =NAM-B1 (DQ869673).

OnpeneneHa HyKJI€OTHIHAS IOCTIEI0BATEIbHOCTh U YCTa-
HOBJICHA K30H-MHTPOHHASI CTPYKTypa (PYyHKINOHAIHHOTO
aJuIessl, Uiy ajjiesist Jukoro tuna reua Gpe-B1. OH conepxuT
1542 . 1. ¥ BKJIIOYAET TPU SK30HA U JIBA UHTPOHA. benok, pac-
CUMTAHHBIN Ul 3TOM HYKJIEOTHIHOH MOCIEN0BATENBHOCTH,
cocTonT 13 405 aMHHOKHCIIOTHBIX OCTAaTKOB, IMEET KOHCEPBa-
TUBHBIN N-KOHIIEBOH y4acToK, miit NAC-I0MeH ¢ IAThIO Cy0-
nomenamu (A, B, C, D, E) B mo3unmsix aMuHOKHCIOT 34-55;
66-80; 88-124; 139-166 1 193-205 cOOTBETCTBEHHO U CHIILHO
n3MeH4YMBbIH C-KOHLIEBOM Y4aCTOK aKTUBALIMU TPAHCKPHIIIIH
TAR (Transcriptional Activation Region) (Uauy et al., 2006b;
Dubcovsky et al., 2010). B ero cocraBe gyacto BCTpedaroTcst
MIPOCTBIE TIOBTOPBI AMUHOKHUCIIOT U TIOBTOPSIIOIMECS TTOCIIe-
JIOBaTeJIbHOCTH, OOTaThle CEPUHOM, TPEOHUHOM, ITPOTHHOM,
TIyTaMHUHOM HMJIH KUCIbIMH aMmuHOKHciaoTamu (Olsen et al.,
2005). ITpu cpaBHEHNH HYKJIEOTHIHBIX TOCJIEA0BATEILHOCTEM
reHa Gpc-B1 y LDN u DIC 65110 060Hapy>KeHO, 9TO B TTO3UITIH
933 y LDN umeercs BctaBka | M. H., IPUBOJSIIAS K CABUTY
paMKy cuuThIBaHMs. PaccunTaHHBIi 115t 9TOTO ajuesns 0eok
comep:kain 327 aMHUHOKHCIIOTHBIX OCTaTKOB M OBIT HEaKTHB-
ueM (Uauy et al., 2006b).

YToObI OHATH, KAKUM 00pa3oM (DYHKIMOHAIBHBIH ajliellb
Gpc-B1 ysenmuuBaet copepkanue 6enka, M.A. Kade ¢ xon-
neramu (2005) cpaBHUIM MOYTH U30TCHHBIE PEKOMOMHAHTHBIC
3aMellleHHbIC JIMHUH, HECYIINe aKTHBHbIC MM HEAKTHBHBIC
amnenu Gpe-Bl1, ¢ penunueHTHBIM coptom LDN 1o comep-
JKaHUIO PACTBOPUMOTO OeJIKa ¥ aMHHOKHCIIOT BO (DJIarOBBIX
JIMCTBSIX U KOHIIEHTPAIMM CYMMAapHOTO a30Ta B KOJIOCHSIX,
3epHe u cTeOrsix. Ha oCHOBaHMY TTOMTyYEHHBIX JAaHHBIX OBIIIO
C/IeNaHO 3aKIIIOYCHUE, YTO JIMHMSA, cozepxamias (QyHKIuo-
HanpHble ajutenu Gpc-Bl1, HakatuimBaeT Oosblile Oelka B pe-
3ynsrate 3()(HEeKTUBHONH peMOOMIM3alny a30Ta U3 JIMCTHEB
B KOJIOCBSI BO BpEMsI HAJIMBA 3€pHA. 3HAYNTEIIbHbIC Pa3InIus
MEX/1y HEKOTOPBIMH PEKOMOMHAHTHBIMU 3aMEIleHHBIMH
JVHUSIMA TBEPJOH MIIEHHUIBI HAOIIOAAIH TaKKe MO0 CKOPO-
CTH WX CTapeHMs, MPOSIBISIFOIIETOCS B OXKEJITCHUH CTEOIS
1 (QJIaroBbIX JIMCTHEB, U CHU)KEHUU BO (PJIArOBBIX JIUCTHSX
coxeprkanns ximopodmmta (Uauy et al., 2006a). Itu pasnuans
OBUIH TTOJTHOCTBIO conpsbkeHsl ¢ HanmuueM Gpe-Bl ot DIC,
a TouyHee — y4actka pazmepom 250 1.1 H. (0,3 cM), dpnanku-
POBaHHOTO MapKepHBIMH JIOKycamMu Xuhw89 u Xucw?71.

W3BecTHO, YTO CTapeHHe — 3TO 3aIpOrpaMMHPOBAHHAs
Jierpaaiysi KOMIIOHEHTOB KJIETKH, JIeJIAtoIasi JOCTYTHBIMU
MUTaTEIbHBIE BEIIECTBA JUIA PEMOOMIM3ALUHN B Pa3BHBAIO-
muecsa ceMeHa. BosMoxHo, Gpc-B1 y4acTByeT B KOHTpPOJIE
3TOTO Ipoliecca U 00NagaeT NNPOKUM TIEHOTPOIHBIM 3(-
tdexrom (Distelfeld et al., 2007). B 3epHe pekoMOMHAHTHBIX
MHOpeAHBIX MHHUH, Hecymux amienn otr DIC, B cpaBHeHNN
C JIMHUAMH, cofepxamumu ajutean ot LDN, Obuia oOHa-
py’keHa Oojiee BBICOKAs KOHIEHTpAIMs HE TOJIBKO Oenka
(B cpenrem Ha 38 %), HO u mmHKA (12 %), xene3a (18 %)
u maprasua (29 %).

B nomonuenmne x reny Gpc-BI MsTkas MIICHANIA UMEET
TaK)Ke aKTUBHBbIE TOMeoJoruunble TeHsl Gpe-A1 u Gpe-D1
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Ha xpomocoMax 6A u 6D, KOTOpBIE YIaCTBYIOT B PETy/IsIUU
TeX XKe mporeccos, 9to u Gpc-B1 (Uauy et al., 2006b; Avni et
al.,2014). Y Gpc-A I naenTnuImpoBano Tk ajuiene, mpu-
YeM aKTUBHBIN aniens Gpc-A a BbIABIEH IPEUMYIIECTBEHHO
y sipoBOM Msrkoil menunsl u3 Henana, Kutas u Slnonun,
a HeaktuBHble Gpc-AI1b n Gpc-Ald — y omHOTO MECTHOTO
copra u3 I py3un 1 B COBpeMEHHBIX copTax EBpoImbl cOOTBET-
ctBerHo (Cormier et al., 2015). bornee Toro, Ha XxpoMocomax
BTOPOIf TOMEOJIOTHYHOM TPYIITEI 00HAPYKEHBI TapalornyHbIe
reubl Gpc-2 (NAM-2) (Uauy et al., 2006b). OHu umerorcs
n y tBeppoit mmenunsl (Distelfeld et al., 2012). Ha yposue
JHK cxonctBo mexay renamu Gpe-1 u Gpc-2 cocTaBisieT
91 %, 4To yKa3bpIBaeT HA OTHOCHUTEIIBHO HEJABHIOIO TyTIIH-
karro Gpe-2 (Dubcovsky et al., 2010; Pearce et al., 2014).

Just mzydenust cymmapsoro s¢dekra reaos Gpc uc-
noJp3oBaiu Meton unrepdepermnu PHK, win noxasnenus
(silencing) skcmpeccun TeHOB. J{JIs1 TOr0 Ha OCHOBE COpTa
MSTKOH TreHuIsl Bobwhite, comepaxamniero (GyHKIMOHATH-
HbIe arienu reHoB Gpc-A1 (xpomocoma 6A), Gpe-D1 (6D),
Gpc-B2 (2B), Gpe-D2 (2D) u mpeneunto reHa Gpe-B1 (6B),
6buTn nosTyuyensl Tpancrennsle auHun (Uauy et al., 2006b).
C nomorsio TP B peansroM Bpemenu (QRT-PCR) u renom-
CHEIM(PUIHBIX TPAMEPOB Y OIHOM U3 TPaHCTEHHBIX JIMHAHN Ha
YeTBEPThIM—AEBATHIN JCHb ITOCIIE [IBETCHHS HAOIIOIAIH CHH-
JKEHHE B CPAaBHEHHH C KOHTPOJIEM YPOBHS TPAHCKPUIILIUK BCEX
reHoB Ha 40—-60 %, y apyroii TpaHCreHHOM THIH 3P (EKT ObIT
ciabee. OTHOBpEeMEHHOE MOJIaBIeHHE YKCIIpecchu Becex Gpce-
T'€HOB IIPUBOJIIIIO K 33/ICPIKKE CTAPECHUSI pacTeHuit Ooee uem
Ha TPH HEJIENN U COIIPOBOXKAATIOCH CHIDKCHUEM KOJIMYIECTBA
a30Ta, IIMHKA W Keje3a B 3epHe. l3yueHHble TpaHCreHHbIe
JIMHUH [TOATBEPK/IaIM CBOU XapaKTEPUCTUKHU B TEUCHHE IBYX
MOKOJIEHUH, YTO yKa3bIBAJIO HA HACJIEIACTBEHHYIO IPHPOIY
BbIsIBIIEHHBIX 2 dekToB (Fu et al., 2007; Waters et al., 2009).

[Mockonbky renst Gpe otHocsitest kK NAC-gakropaM TpaH-
CKPHUIIINH, TPEACTABIIIO HHTEPEC Ha ITHX JKE TMHUSX OIIpe-
JIETINTh, PA0OTY KaKNX T€HOB OHU PeryipytoT. C HCIob30Ba-
HHEM COBPEMEHHBIX TEXHOJIOTHii cekBeHupoBanus (Roche 454
pyrosequencing u Illumina systems) D. Cantu ¢ xomteramu
(2011) na 12-it geHb Mocie HBETEHHS MPOBEIN TPAHCKPHII-
TOMHBIH aHaIN3 (IaroBbIX JIMCTHEB Y TPAHCTCHHBIX JIMHUN
copta Bobwhite B cpaBHEHHN C HETPaHCTEHHBIM KOHTPOJIEM
W TIOKA3aJIM, YTO MPOIECC CTAPEHHs Y PACTEHHH IIICHUIIBI
COIPSIKEH C M3MEHEHHSIMU B DKCIIPECCHU HECKOIIBKUX COTEH
reHoB. Cpeayu HUX OBUIM T€HBI-TPAHCHOPTEPHI, TE€HBI, yda-
CTBYyIOIINE B (POTOCHHTE3E, PETYINPYONIHE MeTa00IIecKue
MIPOIIECCHI U OTBETHBIC PEaKI[K Ha CTPECCOpHI, U Ap. Pazmu-
YHS 110 YPOBHIO MX 3KCHPECCHN OOHAPYKUBAIH 3aJI0IT0 10
TIOSIBJICHNS] BU3YaJIbHBIX CHMIITOMOB CTapeHHSI.

Jnst BbIsicHeHUST PyHKIUH KQXI0T0 U3 reHoB Gpc ceMeHa
MSTKOM neHusl copra Express v TBepaoi nieHuts Kronos
6buT 00paboTansl pactBopoM | % sTHIMeTaHCYIB(pOHATA,
u ¢ nomortipio Metona Targeting Induced Local Lesions IN
Genomes (TILLING) oToOpaHBI MyTanuu, pUBOAAIIHIE K 00-
pa3oBaHUIO HeQyHKITMOHAIBEHOTO Oenka (Avni et al., 2014;
Pearce etal.,2014). Y MATKOM MIIEHHUIIBI KX HOCUTEIISIMU CTa-
JIM OIMHOYHBIE MYTaHTHI gpc-A I v gpc-D1, a Takke TBOWHON
MyTaHT gpc-Al/gpc-D1, y TBepioi NIIEHUIIBI — OMHOYHBIE
MyTaHTbl gpc-A 1 v gpc-B2 v nBoliHoM — gpc-A 1/gpc-B2, y HuX
OBUTO OITOKMPOBAHO JCHCTBHE COOTBETCTBYIOIIMX T'€HOB.
MyTaHTBI UMY TIOYTH WACHTHYHBIE TPO(WIN 3KCIIPECCHU
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BO ()IaroBBIX JINCTBSIX HA CTAAMU KOJIoIeHus. Pa3muns B Ha-
60pax SKCIIPECCUPYEMBIX T€HOB HAYMHAIIN YETKO ITPOSIBIISATHCS
nuiib Ha 12-i geHb nocne useTeHus. J1osas reHoB, peryiu-
pyembix Gpc-A1, Obina Boite (64,2 %) 1011 TeHOB, PeryJu-
pyemeix Gpc-B2 (37,1 %), npudeM Kaxablii U3 3TUX T€HOB
Y4YacTBOBAJ B PETYJISIMN 3KCIIPECCHHU Pa3HbIX HAOOPOB IeHOB,
CBSI3aHHBIX CO CTapeHHeM. BrIsBiIeHa rpymmna JOKyCoB, IKC-
MpeCCHst KOTOPBIX PEryINPOBATIACh KOMOMHAIINEH ABYX T€HOB.

Takum 00pa3zom, IpOBEICHHbBIE B MUPE UCCIICOBAHUS 10~
KazaJjH, 4To JelcTBHE reHoB Gpc, BIUSIONINX Ha COAEpIKaHNe
Oernka B 3epHE, MPOSIBISIETCS MOCTE LIBETEHUS, HA PaHHEM
JTane CTapeHHsl pacTeHUs, U CBS3aHO C peMoOMIM3anuei
MUTATEJIBHBIX BELIECTB U3 BEreTaTUBHBIX OPTraHOB PACTEHUS
B 3€pHO B ITPOIIECCE €r0 HAJIUBA.

HoBble reHeTUYECKNE NCTOYHUKN
BbICOKOro cogep»aHuA 6enkaB 3epHe
Bbnaronaps pazpaboTke MOJIEKYIISIPHBIX MAPKEPOB, BBISBIISIO-
myX QYHKIMOHAIBHO aKTUBHbBIE W/UIIA HEAKTUBHbBIE aJlJIeITH
Gpc-B1, cranu BO3MOXHBIMA T€HETHYECKUH CKPUHHUHT
00pa3IoB KOJUIEKIINH U YCKOPEHHBIN 0TOOpP M3 THOPUIHBIX
MOMYJISILUIA TeHOTUIIOB C ONPEIeJICHHBIM COCTaBOM aJulelieit
(Vishwakarma et al., 2014; Mishra et al., 2015). J{ns atux
eJIel 9acTO HMCIOJIB3YIOT IIOYTH COBEPIICHHBINH KOIOMHU-
HaAHTHBIA Mapkep Xuhwd89, pacoNOKEHHBIH HA PACCTOSHUA
0,1 cM ot Gpc-BI (Distelfeld et al., 2006), i Mapkepsl,
HaxoJsiecs ot Hero Ha pacctosinuu 0,3—1,5 ¢cM, Takue kak
Xuew79, Xucw71, Xcdo365 n Xucw67, u npyrue MapKepsbl
(Khan et al., 2000; Mclntosh et al., 2013; Wheat Applied
Genomics. MASWheat Quality traits. http://maswheat.
ucdavis.edu/protocols/HGPCY/).

C HCIIoNIb30BaHUEM MOJIEKYIISIPHBIX MapKepoB (hyHKINO-
HanbHBIN ayutens Gpe-B1 Obln oObHapyxeH y 42 o0pasnos
T. dicoccoides ny 17 u3 19 uzyuennbix oopasios 1. dicoccum
(Schrank) Schuebl., wnn xyasrypHO# monos! (Uauy et al.,
2006a). Harrpotus, 57 copToB TBep1oi nueHUIs! 1 34 cop-
Ta MATKOW NMIICHWLBI WM COJAEepIKalu MHCepuHoo | m. H.,
WJIN IMEITH JIETICIUIO TeHa — YaCTUYHYIO MJIH MOJIHYIO0, U KaK
CJIC/ICTBHE, — HEAKTUBHBIM MPOIYKT WU €T0 OTCYTCTBHE.

HesbisiBnenne GpyHKUMOHANBHBIX ajutesieit Gpe-B1 y co-
BPEMEHHBIX COPTOB MOTJIO OBITH CBS3aHO C MX IMOTEPE MU
B IIpOIIeCCE JIOMECTHKAINHU, MJIM B COBPEMECHHBIN MEPUO
cenexkimu. [t IpOBEpKH, KaKOe U3 JIBYX MPEAIOIOKEHUH
BepHOoe, L. Asplund ¢ xommeramu (2010) reHoTnnmpoBaim
63 mcTopHUYeCKNX cOpTooOpasna U3 My3eHHOH KOJUIEKIIUH
The Royal Swedish Academy of Forestry and Agriculture
(IIBenmst). bonpmas gacTe 3TUX 00pa3IoB OBLTA MPEACTAB-
neHa Ha MexayHaponHoil BeicTaBke B Jlonnone B 1862 1.
Jus 32 o0pa3noB, NPOUCXOASIINX U3 PA3IUYHBIX CTpaH
MHpa, yAAJI0Ch MOIYyYUTh MPOAYKTH amiumudukanun. [pu
X CEKBCHHPOBaHWM OBUIO MMOKa3aHO, uyTo [ anuumiickas
(Galizian) sipoBasi Msirkast rieHura u3 [omnpiinm, copt 03uMoi
mreHuI sl Marigold nz 'epmanmm u aBa obpasna 7. spelta L.
n3 LlenTpansHoit EBponsl nMenn GyHKINOHAIBHBIE aJIelTd
Gpc-B1. Takum o0pa3om, B XIX B. B FeHOTUIIAX HEKOTOPHIX
TeKCAIUTOMIHBIX MIIeHUT] (PyHKINOHATBHEIE amuienu Gpc-B1
MIPUCYTCTBOBAIIH.

B uccnenosanusix J. Hagenblad ¢ xoxmeramu (2012) st
moncka (PYHKIMOHAIBHBIX ajuieneit Gpc-BI Mcronp3oBain
Tpu Habopa 00pa31oB: (1) cTep’KHEBYIO KOJIIEKINIO TeKCarlIo-

leHeTuKa 1 cenekuma pacteHNn
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HoBble reHeTnueckne pecypcCbl B cenekymnmn nweHnubl
Ha yBenunyeHumne cogepKaHna 6enka B 3epHe

WJTHOM MIIeHUIIBI, co3nannyio B INRA (Dpanuus) u coctosi-
Iyio 3 367 06pas3IoB, OTOOpaHHBIX KaK Perpe3eHTaTHBHAS
BbIOOpKa M3 3942 00pa3noB pasIMYHOrO reorpadguaeckoro
MIPOUCXOKJCHHUS M OXapaKTEPU30BAHHBIX 110 AJLICIILHOMY
pa3HooOpazuio 38 moIMMOP(HEIX MHUKPOCATEIUIUTHBIX JIO-
kycos (Balfourier et al., 2007); (2) Beibopky n3 138 copros
SIPOBOM MSTKOW HILEHUIIbI TPEUMYILECTBEHHO U3 CKaHANHAB-
ckux crpal u Kanansr; (3) Habop u3 22 obpasios 7. spelta.
B crepxueBoil konnmeknuu (GyHKIHOHAIBHBIC AJJICITH
Gpc-B1 Bctpeuanuck ¢ yactotoid 1 %, amienu ¢ uHcepius-
mH B | m.H. — 28 %, 1 npoAyKThl aMITU(pUKAINN HE ObLTH
BBIBJICHBI B 66 % ciryuaeB. HeOosplast 4acTh cTep >KHEBOM
KOJUIEKLIH ObLIa MpeicTaBlIeHa TeTepOreHHBIMU 00pa3IiaMu.
B nByx n1pyrux u3yueHHbIX Ha0opax (yHKIHOHAIBHBIE aJlie-
m1 Gpc-B1 Berpevanucs vamie: y 1. spelta — 22,7 %, cpenun
spoBOil Msrkoi mineHus! — 33,3 %. M3 Hux ceMeHHOH Ma-
Tepuai 28 copToB, co3naHHBIX 3a iepuox ¢ 1890 mo 1981 r,,
nmeercs B koyutekuuu BUP. B ux uwncio Bxomst copra Stanley
k-22165 u3 Kanazapr; Diamant k-25019 u Rubin k-38203 u3
[Bernm; Ruskea x-25845, Sopu k-33949 u Luja xk-57198 u3
Ounnsuauu; Nora k-43714 u Lanor x-53573 u3 Hopseruu u
1p. (Asplund et al., 2013).

Taxkum o6pa3oM, QyHKIMOHATIBHBIE amenu rena Gpe-Bl
COXPaHWIIUCh U B COPTax, CO3aHHBIX B XX BeKe, HO PEIKO
BCTPEYAIOTCA, €CIU CYyAUTh M0 pe3ylbTaTaM OLEHKH HC-
CJIEJOBAHHOW K HACTOSIIEMY MOMEHTY BBIOOPKH COpPTOB.
[To-BuaMIMOMY, B COBPEMEHHBIN IEPHO/] CEICKIINH ITIIICHUIIBI
MIPOJIOIDKACTCS] HEKOHTPOJIUPYEMBIH MPOIIECC UX yTPaThl.

C menpio moncka GyHKIIMOHANBHBIX ajuteneid Gpe B G re-
nome 7. timopheevii (Zhuk.) Zhuk. (2n = 4x = 28, GGALA4")
ObuTM pa3paboTaHbl MpaliMepsl HA OCHOBE U3BECTHOM I10JI-
HOW HYKJICOTHIHOHN TMocienoBaTenbHOCTH reHa DQS871219
T. dicoccoides. C momonipio 3TUX mpaitMepoB y 12 oOpa3ios
T. timopheevii N3 KOJJICKIMIA pa3HbIX CTPAH MOIYYEHBI IIPO-
JIYKTBI aMITH(pUKALINH, OHU KIIOHUPOBAHBI M CEKBEHUPOBAHBI
(Hu et al., 2013). TTokazano, uTo Bce 12 HyKJICOTHIHBIX HO-
CJIe/IOBaTEIbHOCTEH NMENH OJMHAKOBYIO JUIMHY (1546 1. H.)
u o0najiany TUMWYHBIMU XapakTepucTukaMu reHoB NAC-
cemeiicTBa. AMHUHOKHCIIOTHAS MTOCIIEI0BATEIbHOCTD, pac-
cuMTaHHas st Kaxoro u3 12 Gpe-G1 renos, Bkitodana 407
AMHUHOKHCIIOT, TIOJTUTIEITUABI UMEITH CXOCTBO C OSITKOM r'eHa
Gpc-B1 T. dicoccoides. C ncnons3zoBanuem [11[P B peais-
HoM BpeMmenu (qQRT-PCR) Gbu10 mpoieMOHCTPUPOBAHO, YTO
ypoBHH dkcnipeccun 12 reHoB Gpc-G1 pa3audHbl 1 IMEHHO
C HUMH HaOJIIOAACTCS BBICOKAS! MOJIOKHUTEIIbHAS KOPPEIISAILIUS
(r=0,957, p <0,01) conepxanus Oeiika B 3epHE U3YUCHHBIX
o0pasnoB. @unoreneTnyeckuii ananus 12 renoB Gpe-G1 ¢ 14
n3BECTHBIMU NAM-TeHaMH TOATBEPNIT UX OOJIbIIIEE CXOICTBO
C '€HaMM IIeCTOM rOMEOJIOTMYHON TPYMIIbl XPOMOCOM, a He
BTOPOH, KOTOpast KOHTPOJIMPYET BBICOKOE COJIEpKaHIE OeKa
B 3epHe stameHst Hordeum vulgare L.

ITo ananoruyHON cxemMe ObLUTH U3YYCHBI M OXapaKTePU30-
BaHb! 11 amneneit Gpc y pa3nuyaHbIX BUAOB Aegilops L. sect.
sitopsis: Ae. speltoides Tausch, Ae. bicornis (Forssk.) Jaub.
& Spach, Ade. longissima Schweinf. & Muschl., de. searsii
Feldman & Kislev ex Hammer, Ae. sharonensis Eig, mpen-
MoJaraeMbIX JJOHOPOB FeHOMOB B U G pasziIMyYHBIX BHJIOB
muenuns! (Hu et al., 2012). [TosHast JuinHa HyKJI€OTHHBIX MO~
CJIE/IOBATENBHOCTEN ITUX aJUIeNel C TPEeMsI SK30HAMH U ABYMsI
UHTpOHaMU BapbupoBana oT 1540 go 1555 n.v. OHu umenu
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BBICOKYIO CTEMEHb HACHTHUHOCTH (96,28 %) Mexay coboii
1 BBICOKYTO Tomouioruio ¢ Gpe-B1 n Gpe-G 1. Kognpyembie
STHMHU TIOCJIEIOBATEIBHOCTIMH OCIIKHM 001a1aTi BCEMH TIPH-
3Hakamu NAC-0enka. [Io-BUIUMOMY, 9TH T€HBI BBIITOIHSIOT
TaKyro ke PyHKIHIO, Kak 1 Gpc-B1. TlocTpoeHHOE HAa OCHOBE
CPaBHEHHS TOJIHBIX HYKJICOTHIHBIX MOCIEIOBATEIbHOCTEH
IeHOB (DMIIOTEHETHYECKOE JIEPEBO MO3BOJIMIIO TPOJEMOH-
CTPHPOBATh, YTO B 1 G TEHOMBI NIICHUIIBI UMEIOT Hanbosiee
BBICOKHH YPOBEHB CXOZICTBa C TeHOMOM Ae. speltoides.

UHTporpeccna ¢pyHKLMOHaNbHbIX annenen Gpc-B1
B MATKYI0 1 TBepAYyIo NeHUL bl

O BO3MOXXHOCTH TIepe/iayld F€HOB BBICOKOTO COJIEPIKAHHS
6emka He TombKo oT DIC, HO M OT Apyrux 00pa3oB IUKOH
nBy3epHsaHKH coobmmanm (Klindworth et al., 2009; Aykut Tonk
et al., 2010; Hussein et al., 2014).

IlepBBIMH TeKcAMIIOUAHBIME (DOPMAMHE C SIPOBBIM THIIOM
pa3BUTHSI, B KOTOPBIC LIEJICHANPABICHHO OBUIN BBEICHBI
(ynxumonanbHele asutenn Gpe-B1, cranu co3nannbie B CLIA
copt Glupro (ND-643) u cenexmuonnbsie muanA ND-683
n ND-645, nomyuennsie ot ckpemmBanus ¢ DIC (Mesfin etal.,
1999). B nanpneiiiem ¢ ydactueMm copra Glupro nomyueHs
HOBBIE COpPTa TBEPAO3EPHON O3MMOM MATKON MILIEHUIIBI —
Farnum (x-65944) (http://washingtoncrop.com/documents/
Wheat/Winter/Hard%20Red/Farnum.pdf), sipoBoii Msirkoii
mreHuts! — Lassik, TBepmoit mmeHntsl — Westmore i Desert
King-High Protein (HP) (http://smallgrains.ucdavis.edu/
cereal files/WhtCVDesc LJ11.pdf).

B Kanage nocpeacTBoM co3A4aHMs AUTaIuIONI0B U NpU-
MEHEHHs MapKep-KOHTPOJIMPYEMOTo O0TOOpa MOIy4eHO TPH
KOMMEPUYECKUX COPTa SPOBOM MArkoil mmeHuunsl. M3 Hux
Lillian (DePauw et al., 2004) u Somerset (Fox et al., 2005)
OTHOCSTCSI K TOBAPHOMY KJIACCY KaHaJICKHX 3aIaIHBIX SPOBBIX
KpPaCHO3EPHBIX COPTOB, a Burnside — k kaHaICKKUM 3amaIHbIM
cBepxcmwibHBIM coptam (Humphreys et al., 2009). Tonopom
(ynxumonanbHeIX ameneit Gpe-B1 s copra Lillian ciryxn-
na muaust 90B07-AU2B or ckpemuBanust Pasqua*2/ND643.
B cpaBuenun ¢ Heit n mmHMe ND643, craBmieil Bmocien-
ctBuu coptoM Glupro, y Lillian ygacTok XpoMOCOMBI, HHTPO-
nqyuupoBanHelid o1 DIC, 6611 MeHbIIIE 110 pa3Mepy, HO B HEM
TaKXe MPHUCYTCTBOBAN I'eH Y736 yCTOMYMBOCTH B3POCIBIX
pacTeHUH K KENTOH p>kaBUMHE, TecHO creruieHHbIH (0,3 ¢cM)
¢ pyHkpoHaNbHBIM ajutenaem Gpe-B1 (DePauw et al., 2011;
Hale et al., 2012; Randhawa et al., 2013). Co3ganusie copTa
WIN yCTYNali, WM He3HAYUTENIFHO MPEBOCXOANIN, WIIN HE
OTIIMYAIINCH 10 YPOXKAHHOCTU OT COPTOB, Y KOTOPBIX HE BbI-
SIBIISIICSI Mapkep reHa Gpc-B1, HO Bce OHU MMeNH 00Jiee BBICO-
Kni porieHtT 6enka B 3epHe (o1 13,4 1o 16,1 %) u co3peBanu
Ha j1Ba—Tpu aHs panbie. Copt Lillian Taroke conepxai 010k
CIETUIEHHBIX TeHOB Lr34/Yrl8 (xpomocoma 7D) ycTondm-
BOCTH K OypoOH M JKeJNTOH pXKaBUWHAM, UMEJ BBITTOITHEHHBIH
crebesib U ObUI YyCTOWYHMBBIM K IMIIEHUYHOMY CTeOIeBOMY
mwnnbuky Cephus cinctus Nott., pacipoCTpaHEHHOMY
B CeBepHOil AMepuke.

C nespto yrouneHus 3pdexToB GyHKIMOHATBHBIX ajjiesei
Gpc-B1 Ha conep:kanue 0enka B 3epHE B Pa3HBIX TCHETHYE-
CKHUX CpeJiax, ONpe/IeJICHHS NX BIUSHUS Ha IpyTUe TPU3HAKH
1 (aKTOpOB BHEIIHEH Cpeibl Ha MX MPOSIBJICHUE B PA3HBIX
CTpaHax MUpa ObIIM CO3[aHBI U U3yUCHBI CEPUH MOYTH H30-
TCHHBIX JITHUH Ha OCHOBE MSTKON M TBEPJIOH MIICHHIIBL.



New genetic resources in wheat breeding
for an increased grain protein content

B CILA nis1 BBenenust pyHKIMOHANBHBIX asuteneit Gpe-Bl
MCTIONB30BAJIM COPTA 1 JINHUH MSTKOW MIIEHUIBI Anza, Yecora
Rojo, Attila, UC1037, UC1041, a Tax:xe TBEpIOH MIICHUIIBI —
Kofa, Kronos, UC1113, mpuuem y Yecora Rojo u UC1113, xak
ny Lilian, BBeieHHBIH (GyHKIMOHANBHBIH amiens Gpe-B1 6bu1
TECHO CIIeIIeH ¢ TeHoM Y736 (Brevis, Dubcovsky, 2010). Co3-
JlaHHbIE IOYTH M30TEHHBIE U cecTpuHCKKe UM auauu BCF,
OBLTH IPOTECTUPOBAHBI B TPEX IYHKTAX B TEUCHNUE TPEX JIET.
Bce mmann ¢ gyHknuoHansHbIMu asuternsimu Gpe-B1 nmenu
Oouble OesiKka B 3epHE U MEHBIIIE a30Ta B CTEOISIX, TP 3TOM
y HuX Oputa HIDke mMacca 1000 3epeH, HO MO ypOXKaWHOCTH
OHH He pa3nuyairck. Kpome Toro, y IMHUHA MSTKOH MIICHATIHI
¢ ynkponanpHbIME asuiensiMu Gpe-B1 yBelMuuBaIuch Bo-
JIOTIOTTIOTUTENbHAs CIIOCOOHOCTh MYKH, BPEMS 3aMeca TecTa
n o0beM xye0a; y JIMHUHA TBEpIOW MIICHMIB! YITydIIaJINCh
Ka4eCTBO KJIIEHKOBUHBI U PEOJIOTHYECKHE CBOHCTBA CEMO-
JIMHBI, TBEPJIOCTh CMAT€TTH U YMEHBIIAINCH TIOTEPU CYXOTO
BeriecTsa rpu Bapke (Brevis et al., 2010).

HeonHo3HayHbIe pe3ysIbTaThl OBUTH TTOJYYEHBI IPU OLICH-
Ke Mo4YTH u3oreHHblX JuHui BCF, copros spoBoiil Markoi
mireHuIsl Tara 2002 u Scarlet, ananTHpOBaHHBIX K yCIOBUSM
PErHOHOB € OOJIBIIUM KOJMYECTBOM OCAJIKOB WIIM C ITOJTY-
apuIHBIM KIMaToM cooTBeTcTBeHHO (Carter et al., 2012).
B cpaBHEHNH ¢ POUTETLCKUMH COPTAMH YCKOPEHHOE CTape-
HK€ ObLIO BBISIBIIEHO TOJILKO B OAWH rof Aist nuHuii Tara 2002,
Hecymux (yHKOUOHAIbHBIE amnenu Gpc-Bl, a Taxke A
TaKUX JIMHUH 000MX COPTOB B TEIUIUIIE, TPHU ONTHUMAIBHBIX
YCIIOBHSIX POCTa U pa3BUTHA pacTeHuil. OHAKO 3T pa3iu-
4ms He TIOBIMSIIA Ha cofepkaHne Oenka B 3epHe. B mpyroit
ron y Tex ke nuHni Tara 2002 HaOironany yBenndeHue co-
nepkanus oeinxa Ha 0,5 %, Mpyu TOM BUAUMBIX CUMIITOMOB
cTapeHus He OBUTO 0OHapykeHO. B TeueHne nByx JeT y Bcex
JWHUH ¢ QYHKIOMOHAIBHBIMU ajutesisiMu Gpc-BI oTMedanu
ymeHnsblieHne maccel 1000 3epeH, HO HU MO ypOXKaltHOCTH,
HU 110 HakoruteHuto Mg, Cu 1 Zn, HU 110 COASPKAHUIO a30Ta
W yIJIepojia B COJIOME M 3€pHE JIMHWUM He pa3nnyannch. He
BBISIBUB OkujaeMoro 3ddekra GpyHKINOHANBHBIX ajuielneit
Gpc-B1, aBTOPHI CBS3aIM 3TOT (aKT ¢ KOPOTKUM MIEPHUOOM
BEreTaly pacTeHU B pernoHe. Biustnue pa3Hoi mpo1omku-
TEJIBHOCTH BETCTAIlMU Ha MposiBiicHHe reHa Gpc-B1 Tpebyer
JlabHENILIEro U3y4eHusl.

B Aprentune pesynabTaThl MPOBEICHHBIX HCCIEAOBaHNI
Ha TIOYTH M30TEHHBIX JIMHUSX COPTOB SPOBOW MSTKOM IIIIe-
Huiel ProINTA Granar m ProINTA Oasis manum ocHOBaHHE
3aKJIIOYNTh, YTO MHTpOrpeccust (pyHKIMOHAIBHBIX ajuteseit
Gpc-B1 —1ieHHBIH pecypc TS YTy dIIeHHs COAEPIKaHuUs Oelika
B 3epHe (Tabbita et al., 2013).

B Maanu ObLTH TOITyYeHBI TOMO3HTOTHBIC JIMHUH BC3F5/ F
MOKOJICHUH ¢ (pyHKIIMOHAIBHBIME ajutensMu Gpc-Bl Ha
ocHoBe 10 coproB u nmuHUN MArkoi mmeHuIsl (Kumar et
al., 2011). lonopom asuteseii Obla aMEepPUKAHCKAs JIMHUS
Yecora Rojo. ¥V 71 u3 co3naHHbIX JIMHUIT 00HAPYKEH BHICOKHI
MPOLIEHT OeJka B 3€pHE B TPEX IYHKTAX BBIPAIIMBAHUS 0€3
MOTEPH YPOKAWHOCTH, HO CTATHCTHYECKH 3HAYMMOTO YBEJIHU-
YEHUsI COZIepXKaHUsl Oenka B CPaBHEHUH C PELUNTMEHTHBIMH
poanuTenbCcKUMHU (OpMaMH HE MOKa3aHo. JIMIb ceMb THHUNA
npeBocxoama (copepskanue oenka ot 14,8 o 17,9 %) poau-
TEJILCKHE (POPMBbI B OZIHOM M3 TPEX IYHKTOB BBIPAIINBAHUS
WJIH 110 OOBEJMHEHHBIM JAHHBIM H HE CHIDKAJIN YPOXKAHHOCTB,
BBICOTY PacTeHH, IIPOIyKTHBHYIO KYCTHCTOCTb, YHCIIO 3€PeH
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Ha Kojoc, Maccy 1000 3epeH. YcneurHbIM Takke 0Ka3ajaoch
00beIMHEHNE B OTHOM Te€HOTHUIE (DYHKIIMOHAJIBHBIX aJuteseit
Gpc-Bl1 ¢ spdextuBabIMu TeHaMu Lr24 u Lr28, KOHTpou-
PYIOIIUMH YCTOHYMBOCTB K Oypoii pkaBunHe.

B ABcTpanuu ObUTH MOMYYEHBI TOYTH W30TCHHBIE JINHUU
Ha 0CHOBE TOJTyKapiauKoBbIX coptoB Wyalkatchem u Gladius
n i VR 1128, anantupoBaHHBIX K CPETUZEMHOMOPCKOMY
TUIy KJINMAaTa, XapaKTepHOMY JJsl I0’KHOTO M 3araJHOro
pernoHoB nuieHnyHOro nosica ABcrpanuu (Eagles et al.,
2014). Jlonopamu GyHKIIMOHATBHBIX ajuteneit Gpe-B1 obun
KaHaJcKue copta Somerset u Burnside, koTopsie Takxke
HECYT TECHO CLEIUICHHbIC TreHbl Lr34/Yrl8 ycroiuuBocTH
K Oypoil u xentoil pxapunHe. OueHKa JIMHUNA B 1oje B 13
pasnuuHBIX MyHKTax B TedeHue 2009-2011 rr. mokasana,
YTO MPHUCYTCTBHE B T€HOTHNAX JMHAN (DYHKIMOHAJIBHBIX
ameneit Gpe-BI NPUBOAMIO K YBEIMUEHHUIO COJEPIKAaHUS
Oenmka B 3epHE M yMeHbIIeHHIO Maccel 1000 3epeH modtn
BO BCEX INMyHKTaxX M3ydeHWs. IIpm 3TOM OTAeIbHBIC JTHHUH
OBLIN BIIOJIHE COMOCTaBUMBIMU C DIIMTHBIM copToM Mace 1o
ypoxaitHocT. OHU HE3HAUUTENILHO, B CTOPOHY YBEITUUCHNS,
OTIMYANUCh OT Hero 1o Macce 1000 3epeH, He pa3auyaich o
JlaTaM KOJIOILIeHHsI, a TaKKe 00J1a1au IPUeMIIEMO HaTypHOM
Maccoif 3epHa. [To muermro H.A. Eagles ¢ xomneramu (2014),
BBEJICHNE (PyHKIIMOHAILHBIX ajutenied Gpc-B1 B HOBBIE copTa
MOXKET CIIYXKMTh MEXaHW3MOM JJIsl YaCTHYHOTO OCJIa0IeHUsI
CYILECTBYIOLIEH OTPULIATEIBHON KOPPENSALUN MEXAY YypO-
JKaWHOCTBIO U COJIEp)KaHUEM OeIKa.

W3BecTHO, YTO peakuus Ha Kapy Kak CTPEccop MpOsBIIs-
eTcs B yKOPOUEHHUH IIEPHO/ia Pa3BUTHUS 36PHOBKH, YCKOPECHUHT
CTapeHUs] BEPXHETO MEXK/IOY3JHsI, CHIKCHUH YPOXKaWHOCTH
Y U3MEHEHUH [T0Ka3areliel kadyecTBa KJIeHKoBHHbI. OCOOEHHO
YyBCTBHUTEIICH K )Kape CHHTE3 Kpaxmaia, 4To OObSICHSET BIHS-
HHE CTpeccopa Ha pa3Mep 3epHa U KOHIIEHTPALIUIO B HEM Oell-
Ka. ABCTpaJIMiiCKKE YUEHBIE IIPOBEIIH OIIBITHI 110 BBISICHEHHIO
JICHCTBUS BBICOKOM TEMIIEpaTypbl Ha HAJIUB 3€pHA y JIMHUH,
Hecymux (yHKunoHansHble auienu Gpe-B1 (Maphosa et al.,
2014). [dusa storo ucnons3oBanu copra Gladius, Drysdale,
Wyalkatchem, Burnside, Somerset, Glupro i cenexmoHHyI0
muanio RAC1262A (ot6op n3 muann RAC1262, kotopas
Brocnencteuy crana Gladius). OmbIT mpoBesieH py O0IBIIOM
YHCJIE TOBTOPHOCTEH B TETUIHIIE B KOHTPOINPYEMBIX YCIOBHUSIX
(24/18 °C, 14/10 4 nenp/HOYB), Yepe3 TPHU JTHS MOCIIE [IBETE-
HYSI [TOJIOBHHY PACTEHUH Ka)kK/10TO COPTa M JIMHUH OMELIaIIH
B Kamepy (37/27 °C, 14/10 4 nenn/Ho4p) Ha 15 nueit. Kak mo-
Ka3aJIn Pe3yJIbTaThl OTIBITA, ICHCTBIE BEICOKOW TEMIIEpaTyPhI
HE OKa3aJI0 CyLIECTBEHHOTO BIMSHUS Ha (DEHOTHITHUECKOE
nposiBiieHne (GYHKIMOHATBHBIX ayteneit Gpe-B1.

Wrak, x HacTosmieMy BpeMEHU B MUpPE c(hOPMUPOBAIHCH
1 ONPOOOBAHBI HOBBIE TEHETHYECKHE PECYPCHI, C UCIIOJb30-
BaHMEM KOTOPBIX ITOKa3aHa BO3MOKHOCTb ITOBBIIIEHHS COZIEP-
JKaHUSI CyMMapHOTO OeJlka B 3epHE MIICHUIIBI Oe3 CHIDKCHUS
YPOXKalHOCTH, yXYALICHHUS KauecTBa U JPYTHX XO3sIHCTBEHHO
LEHHBIX NpU3HaKoB. K 3THM pecypcam MOXXHO OTHECTH:

— BBISBJICHHBIC Y PA3HBIX BUJIOB MIICHHUIIBI M STUIIONICA T€HBI

Gpc-1 n Gpc-2, BAusIOIUEe Ha HAKOIUICHHE OelTka, [IMHKa

1 KeTe3a B 3epHe, oTHocsmuecs K NAC-daxTopam TpaHc-

KPHIIIUK 1 yYacTBYIOIIUE B PETYISIMNA PAOOTHI JIPYTHX

T'€HOB;

— CO3JaHHBIC B Pa3HBIX CTPAHAX MUpPA KOMMEPUECKHE COPTA,

Pa3HOTO THIIA TeHETHYECKHE JINHUU, MyTaHThI, TPAHCTCH-

leHeTuKa 1 cenekuma pacteHuin
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HoBble reHeTnueckne pecypcCbl B cenekymnmn nweHnubl
Ha yBenunyeHumne cogepKaHna 6enka B 3epHe

HBIC PACTCHUS, TIPEIICTABIISIONINAE COOON HOBBIN MCXOMHBIN
MaTepHall sl HAyYHbIX UCCIIEOBAHUN U CENEKIIH;

— MOJICKYJISIPHBIE MapKepsl, pa3paboTaHHbIC ISl UICHTH-
(ukanuy GyHKINOHAIBHBIX U HEAKTUBHBIX ajuieneit Gpc-
TEHOB, KOTOPBIE MOYKHO IIPUMEHSATS JJIsl TEHOTUITMPOBAHHS
OT/ICJIbHBIX THOPUAHBIX PACTEHHMH, TUHUH, COPTOB, 00pa3-
OB pa3HbIX BUAOB Triticum L. u Aegilops L. u monuro-
puHra nepenadu amieneit Gpe oT JOHOpa K PELUNHEHTY.
Bonbmoi nHTEpEC U1 T€éHOTUIHPOBAHMSI C UCIIONb30Ba-

HUEM MOJIEKYJISIPHBIX MapKepoB IpeacTaBiisieT chopMupo-

BaHHas B BUP «cTeprkHEBas» KOJUIEKINS BHICOKOOESITKOBBIX

TEHETUYECKNX UCTOYHUKOB. Y HUX MOTYT OBITh BBISIBIICHBI HE

TOJILKO HOBBIE aJuIeNH TeHOB Gpc, HO U IPyTUe HOBBIC I'€HBI,

LEHHBIE JUIS CEJIEKLIUU MIIEHUIBL.

bnarogapHocTn

B xonme 2015 . ucnomammock 100 net co THS poykASHUS aKa-
nemuka Bacunusa [puropseBuua Konapesa. DTy cTaThio Mbl
MocBAIaeM namstu Hamero yuutens. CozganHas uM B BlPe
Hay4Hasl IIKOJIa BHecJIa OOJIBIION BKIIA B N3yYEHUE TEHOMA
KJICTOYHOTO sI/Ipa PaCTCHHH, TO3HAHUE TIPUPOABI OCIIKOB ce-
MSIH ¥ pa3pabOoTKy IPUHIIMIIOB U METO/IOB OSJIKOBBIX MApKEPOB
JUIsl TEHOMHOTO ¥ TeHETHYIECKOTO aHaJIN3a PACTEHNH, a TAKKe
B PEIICHHE MPOOIIEM MMOBBIIICHNS Ka9eCTBa 3epHA.

KoHdnuKT nHtepecos
ABTOpBI 3asBISIIOT 00 OTCYTCTBUHM KOH()IMKTA HHTEPECOB.
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[IpyMeHeHIe JOCTV>KeHNII TeHEeTUIKI B CeIeKIIUN
IIJIOAOBBIX KVJIbTYP: BKIaJ MUUYPUHCKOTO OTAeJIeHsI
BaBMJIOBCKOI'0 0011IeCTBa '€ HETVKOB I CEeJIEeKIIIOHEPOB

, H.H. CaBeabeBa &

DepepanbHoe rocyaapcTBeHHOE OI0AXKETHOE HayYHOe yupexaeHne «BcepocCcnincknin HayyHo-NCcCNeaoBaTeNbCKUA MHCTUTYT FEHETUKN U cenekunm

NNoAoBbIX pacTeHnin um. U.B. MuuypuHay, MuuypuHck, Poccna

B pabote npeacTtaBneH 0630p nccnefoBaHNUiA, MPOBOANMBIX MO YacT-
HOW reHeTMKe BefyLLMX MAOA0BbIX KYNbTYp (A6/I0HA, rpyLUa, BULLHSA).
MpriBefeHbl NMTEpaTypPHble AaHHbIE N Pe3ynbTaTbl, MOJyYeHHble
cneyunanuctamym MuyypmrHckoro otgeneHna BOMmC, no nsyyenuio

N NAeHTUPMKaLUM FeHOB YCTONUYMBOCTM K FPUOHBIM 6051e3HAM

1 NPU3HAKOB, onpeaenaLmnx Ka4ecTBO NI0A0B, 3aKOHOMEPHOCTeN
HacnefoBaHUA YCTOMYMBOCTU K HU3KUM TemnepaTypam. [okasaH onbIT
MCMONb30BaHWsA rmbpuaonormyeckoro aHanmsa n JHK-mapkuposaHms
[NA BblABMEHVA reHOTUMNOB, HECYLLMX LieneBble anneny reHoB KONOH-
HoBUAHOCTM A6n0oHM (Co), KapnnkoBocTU rpyLm (PcDw), cnabopocno-
¢t BuLWHY (O,). NoKasaHo, UTo MoNeKynApHble MapKepbl He Bcerga
[aloT HafieXHble pe3ynbTaTbl A1A BbIABIEHNA KONIOHHOBUAHOIO
rabutyca y cesHue A6noHW. Ha 0ocHOBe MONIEKYNAPHO-TeHETUYECKOro
aHanM3a ncxodHbix GOPM 1 rMOPULAHLIX CeAHLEB AGOHN BblaeNeHbl
reHOTWMbl, COAepKaLLMe Lienesble anneny reHoB MOHOTeHHOW YCTON-
UYMBOCTU K NapLue Rvi6, B TOM Ymcsie C roMO3UrOTHbIM reHoTHNoMm (Rvi6),
a TaK»Ke C aNnnensamm reHoB, BOBNEYEHHbIX B KOHTPOJIb GMOCMHTe3a
aTuneHa (Md-ACS1 n Md-ACOT) n akcnaHcrHa (Md-Exp7) B nnopax,
onpenenAlLnX X AJIMTENbHYIO NEXKOCTb U TBEPAOCTb MAKOTM.
Co3paHbl HOBble BbICOKOMPOAYKTVBHbIE 3IMOCTONKME COpTa rpyLuu,
XapaKTepu3ytoLyieca KOMMIEKCHOW YyCTONYMBOCTbIO K 60ne3HAM,
ONNTENbHOW NIEXXKOCTBIO (0 BOCbMU MECALLEB) M BbICOKMM KayeCcTBOM
nnofoB. Bnepsble AeHTUPMLMPOBaHbI FreHbl, KOHTPONMPYOLLe
YCTONUMBOCTb BULLHU K KOKKOMUKO3Y (Coccomyces hiemalis Higg.) (A),
cnabopocnocTtb BuLWHYM (O,), TepnkocTb (Ta)  COUHOCTb (Su) MAKOTU
naoAoB rpywin. B pesynbrate npoBeaeHHbIX nccnegoBaHuii B focynap-
CTBEHHbIN peecTp CeNeKLUMNOHHbIX JOCTUMXEHWI BKOUEHO 35 copToB
A610HK, 20 — rpyLK, 8 — BULLHW.

KnioueBble C/10Ba: NI0JO0BbIE KySIbTYpPbl; AGMOHS; FPYLUA; BULLHS;
HacnepoBaHue; naeHTUdrKaums reHos; JHK-mapkepbl; cenekuus;
COpPTa; KOJIOHHOBUAHOCTb; YCTONUMBOCTb K 6ONE3HAM; YCTONYMBOCTb
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Using achievements of fruit
crop genetics and breeding:
a contribution from

the Michurinsk Department
of the Vavilov Society

of Geneticists and Breeders

N.L Savelev], N.N. Savel'eva @

L.V. Michurin All-Russian Scientific Institute for Genetic and
Breeding of Fruit Plants, Michurinsk, Russia

The Michurinsk Department of the Vavilov Society

of Geneticists and Breeding Scientists (VOGiS) was
formed in 1966 after the constituent congress of VOGiS
and nowadays includes 54 members. The scientists are
engaged in 4 scientific institutions affiliated with FASO
of Russia. The paper presents investigations of the
individual genetics of leading fruit crops (pear, cherry,
apple), identified genes, regularities of inheriting
resistance to low temperatures, the most harmful
diseases and several characters responsible for fruit
quality. Some genes were identified for the first time.
These are genes regulating Coccomyces hiemalis Higg.
resistance (A), retarded growth habit in cherry (O,),
astringency (Ta) and juiciness (Su) of fruit in pear.

On the base of hybridological analysis and DNA mark-
ing, genotypes were identified. These genotypes carry
target alleles of the following genes: columnar growth
habit (Co) in apple, dwarf trait (PcDw) in pear, retardant
growth (O,) in cherry. It was found that the markers
C18470-25831, Mdo.chr 10.12, Co04R12 do not always
show robust results for screening of young apple
seedlings with columnar growth habit (Co) because
they are identified as non-columnar forms. The primer
pairs of 291 n jwilr are the most robust ones for
identification of columnar genotypes. These primers
amplify specific PCR product of 586 bp (5'CR). On the
basis of molecular-genetic analysis of apple initial
forms and hybrid seedlings, there were identified
targeted alleles of monogenic scab resistance genes
including dominant homozygous genotype (Rvi6Rvi6)
and also alleles of genes involved in the control of

the biosynthesis of ethylene (Md-ACST and Md-ACOT)
and expansin (Md-Exp?7) controlling fruit long shelf life
and pulp firmness.

Key words: fruit crops, apple, pear, cherry, inheritance,
gene identification, DNA-markers, breeding, varieties,
columnar tree type, disease resistance, cold tolerance.



JIOABI SIBJIIFOTCS BaXKHEHILEH U HE3aMEHUMOM COCTaB-

HOH 4acThI0 Ka9€CTBEHHOT'0, PAI[OHAIBHOTO MUTAHUS,

o0ecreunBaloT 3/10pOBbE U JOJTOJICTHE YEIOBEKA.
B Hacrosiiee BpeMst B Mupe npousBonutcst 6osee 120 MiH T
TUIOZIOB SI0JI0HN, TPYIIH, BUITHU U IPYTHX IUIOAOBBIX KYJIBTYP.
B Poccun B 2013 1. cobpano 1,57 muH T 610K, 70 THIC. T
rpyur u 200 ThIC. T BUIIHY U ueperau (www.faostat.fao.org).
Bonee 77 % ypokast IpUXOIUTCS HA XO3SIMCTBA HACENICHNS,
4,2 % — Mansle npeanpusaTus 1 okoao 20 % — cerbckoxo-
3s1CTBEHHbBIE OPraHU3aLMH. YPOBEHb CaMO00OECIIEUeHHOCTH
poccusa mmogamu B 2013 1. coctasmn 32,5 %.

BaxxnedmuM yclioBUEM MOBBILIEHHUS YKOHOMHYECKOH
3G PEKTUBHOCTH CaJOBOJICTBA SIBJISICTCSI IIOCTOSTHHOE COBEP-
IIEHCTBOBAHKE COPTOBOTO cocTaBa. K HacTosIieMy BpeMeH!
B Poccun B T'ocynapcTBeHHBIN peecTp CeNeKIHOHHBIX 0-
CTIDKEHHH, JOMYIIEHHBIX K HCIOIb30BaHMIO, BHECEHO 410
copToB s16m0HH, 151 — rpymm, 95 — BumaK. OHAKO HE Bce
copTa B [OJIHOM MEpe OTBEYAIOT COBPEMEHHBIM TPEOOBAHMSM,
W TpeseN yay4IleHHs WX MMOTEHIMaIbHBIX BO3MOXKHOCTEH
TI0Ka ellle He JoCTUrHyT. HoBbIe copTa T0KHBI IMETh ITpe-
MMYILIECTBA Mepe/ CYIIECTBYIOIMMH aHAJIOTaMH 1O MPOIYK-
TUBHOCTH, YCTOIHYMBOCTH K a0MOTHYECKUM M OMOTHYECKUM
CTpeccopaM, KaueCTBY IUIOJI0B, OTINYATHCST HOBU3HOM, KOH-
KypEHTOCHOCOOHOCTBIO U OBICTpOH okynaemocThio (Cernos,
2011; Caenbena, 2016).

B nacrosimiee Bpems NpUOPUTETHOU 3adadeil sIBISET-
Csl CO3/IaHNE COPTOB IJIOAOBBIX KYJIBTYp C I€HETHYECKOH
YCTOWYMBOCTBIO K HanOoliee BPeAOHOCHBIM 3a00JIEBaHHSIM.
BosnenbiBaHne TakuX COPTOB MO3BOJINT CHU3UTH MECTHIIHI-
HYIO HarpysKy, SHepro3arparsl, YIyUIIUTh KOJIOTHIECKYFO
00CTaHOBKY M IOJy4aTh JKOJOIMYECKU OE30IacHYIO Mpo-
JYKIUIO A7Is1 TOTPEOJICHNsT B CBEXKEM BHUJIE U MPOU3BOJCTBA
MIPOYKTOB MUTAHMS, B TOM YHCIIC HA OCHOBE OPTaHUYECKOTO
npousBoycTBa (CasenbeBa, 2016). B lseiinapuun Ha Oase
UMMYHHBIX K 0OJI€3HAM COPTOB HPOM3BOAUTCS 0koI0 40 %
opranndeckor npoxyknnu (Gessler, Pertot, 2012). J{ns 3a-
KJIaJIKH CyTIepUHTEHCHBHBIX, 0COOCHHO CHIPHEBBIX, CaJI0B 3a-
CITy’)KUBAaIOT BHUMaHWs KOJToHHOBUAHBIE copTa (Tobutt, 1985;
Kuanna, 2006; Jacob, 2010; CaenbeBa, CaBenbena, 2012).

VYenenHoe perieHne celeKIMOHHbIX 3aa4 [0 COBEpIIEH-
CTBOBAHUIO COPTHUMEHTA IIIOOBBIX KYyJIbTYp HEPa3pBIBHO
CBSI3aHO C KOMIUICKCHOW OICHKOH OMOJIOTMYECKOTO U TeHe-
TUYECKOTO MOTEHLUAIA HUCXOJHBIX (OPM M0 BaKHEHIINM
CEJICKIIMOHHO 3HAYMMbIM ITPU3HAKaM; COBEPIIEHCTBOBAHUEM
METOJIOB CEJICKINH, 0A3UPYIONIMXCS Ha 3HAHUH 3aKOHOMEp-
HOCTEH HacleI0OBaHUsl KaueCTBEHHBIX U KOJIMYECTBEHHBIX
MIPU3HAKOB, XapaKTepa B3aMMOAEHCTBHUS TeHOB, KOMOWHAIH-
OHHOI1 criocobHOCTH poauTenbeKux Gopm (Casenbesa, 2016).
OnHKMM M3 Iy Tel MHTEHCU(UKALIMK CEJIEKLIMOHHOTO Iporiecca
IUTOZIOBBIX KYJIBTYP SIBIISIETCS] HCIIOIBb30BAHUE COBPEMEHHBIX
MOJIEKYJIIPHO-TEHETHYECKUX METOJ0OB aHaJM3a 'eHOoMa HC-
xoaHbIx hopm Ha ocHoBe JJHK-mapkepos.

Ucnonb3oBanue JIHK-mapkepoB B ceneKUnU BBIBOIUT €€
Ha KaYeCTBEHHO HOBBIH YPOBEHb, MIO3BOJISISI BECTH CKPUHUHT
I10 XO3SHICTBEHHO 3HAYMMbBIM IIPU3HAKAM Ha HavyaJIbHBIX CTa-
JISIX CEJIEKIIMOHHOTO IIPOIecca MO aJIeNsaM XO3sHCTBEHHO
Ba)KHBIX T'€HOB, a HE 10 (PEHOTUINYECKOMY ITPOSIBIICHHIO. DTO
JIaeT BO3MOXKHOCTb YCKOPUTH IPOLIECC MOIYUEHHsI HOBBIX
TEHOTHUIIOB M COKPATUTh IUIOIMIAJN HKCIEPUMEHTAIBHOTO
Marepuasa, 4T0 B KOHEYHOM HMTOT€ MPUBOANUT K 3KOHOMHH
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TPYIOBBIX M MaTepHaibHbIX pecypcoB (Beckmann, Soller,
1986; Tartarini et al., 1999; Xu, Crouch, 2008; Moriya et al.,
2012; Xnectkuna, 2011; Casenbena, 2016).

MuuypuHCKOe oT/e/icHre BaBruiioBckoro o01ecTsa rexe-
THKOB ¥ CEJIEKIIMOHEPOB OepeT cBoe Havaso ¢ 1966 1., mocie
VYupenutensHoro crezna BOI'uC, u B HacTosee BpeMs 00b-
eauHsier 54 uieHa, KOTOpbIe TPYAATCS B YETHIPEX HAYUHBIX
yapexaeansax PAHO Poccun.

B 0030pe mpeacraBieHsl 0000IICHHBIC CBEICHHS IO HC-
MOJIb30BAHUIO JOCTHKEHHI T€HETUKH B CEJICKIIMU Hanboee
pacmipocTpaHeHHBIX B Poccny mmomoBBIX KyasTyp (sS010HH,
TPYIIHN, BUIITHHU ) ¥ BKJIA] Y9CHBIX MHUYYPHHCKOTO OTHACIICHHUS
BOTI'uC B reHEeTHKO-CEJICKIIMOHHBIC HCCIICA0BAHUS 3TUX

KYJBTYP.

A6noua (Malus)

S165oHs, KaK ¥ OOJNBIIMHCTBO TIIOAOBBIX KYJBTYp, SIBISET-
CSl CJIOKHBIM OOBEKTOM JUISl TEHETHUECKUX HCCIICTOBAHUH
BCJICZICTBHE MPOJOKUTEILHOCTH IOBEHUIIBHOTO MEPHOJIA,
TETEPO3UTOTHOCTH IO MHOTHUM HAcJEJCTBEHHBIM (hakTopam
1 BBICOKOH CTeTeHH caMoHecoBMecTHMOCTH. K Hacrose-
My BpEeMEHH y sIOJIOHU HJIeHTUPHUIUPOBAHO 145 reHoB, u3
KOTOpBIX Oosee 70 KOHTPONHPYIOT XO3IHCTBEHHO IIEHHBIC
npusHaku (Alston et al., 2000).

Pannue ucciieioBans, MPOBEACHHBIE HA PA3JIMYHBIX BUIAX
U cOpTax s0JOHU, TO3BOJIMIN YCTAHOBUTH T€HETUUIECCKUH
KOHTPOJb W WACHTH(UIMPOBATH PsJT TEHOB yCTOHYNBOCTH
k mapwe: V. (Malus floribunda 821), V, (M. micromalus
245-38), V,, (AnTtonoska P1172612), V, (M. baccata Dolgo),
Vi (M. baccata jackii Dg R 27 T 1), V. (Russian seedling
R 127407A) (Dayton, Williams, 1968).

AmHanu3 THOPUIHBIX CESTHIIEB BBISIBHII IOMUHAHTHBIE T€HBI
YCTOWYMBOCTH K JIPYTHM 3a00JICBAHUSIM M BPEJOHOCHBIM Ha-
CeKoMBbIM: Bp-1, Bp-2 (yCTOHUMBOCTbH K TOPBKOIl IMUaTOCTH
wionoB), Gb (TroppKasi THUIb S070K), Ps-1, Ps-2 (BOCTIpUIM-
YMBOCTb K ISTHUCTOCTH), Er-1 (kpoBsiHast 1i1s1), Sd-1, Sd-2,
Sd-3 (yCTOHUMBOCTD K pa3HbIM OHOTHIIAM KPAaCHOTaJIIOBOU
), Sm-h (CBEpXIyBCTBUTEIHFHOCTB K IIOJOPOYKHUKOBOM TIIE)
(Alston et al., 2000).

Wnentudukanus rera konoHHoBuaHOCTH (C0) y KIIOHA
MexkunHTOm «Baskak» OTKpbIIa MPUHIUIIHAIGHO HOBBIE BO3-
MO)XHOCTH B CEJICKIIMH SIOJIOHU II0 CO3JIaHHIO COPTOB C KO-
JIOHHOBH/THBIM TaOUTYCOM POCTa U MOTEHIHAIBHOW ITPOIYK-
tuBHOCTHIO Oonee 400 1/ra (Tobutt, 1985; Kuunna, 2006).

VmeroTcst TOCTHXKEHHS 110 TEHETHKE NMPHU3HAKOB, OIpe-
JISISIIOIMX Ka4eCcTBO IUIOJOB, YTO TO3BOJISIET IIEJICHAIPaB-
JIEHHO BECTH CEJICKIINIO Ha OKPACKY, KHCIIOTHOCTb, TEKCTYPY
MSIKOTH M X OMOXMMHYECKHI cocTaB. PsijioM aBTOpOB OBLITO
[I0Ka3aHO, YTO aHTOLIMAHOBAs MIOKPOBHAsI OKpacKa IJI0/I0B
OTIpEZIETISIETCS] IOMUHAHTHBIM T€HOM Rf, Op>KaBIEHHOCTb —
reHoM Ru, a apomar IuiofoB y copra duecra KOHTpOIUpY-
ercsi reHoM Ar (Sampson, Cameron, 1965; Alston, Watkins,
1975). KuciaoTHOCTh TITOZI0B SOIOHN OTPENEeNsIeTCs TEHOM
Ma v neTepMUHHPYETCS B TOTOMCTBE MOHOTEHHO, TIPH 3TOM
g coproB Axepo, bannep, boposunka, boiiken n Unrpun
Mapust ObIIT yCTaHOBJIEH TOMO3UTOTHBIM T€HOTHII 110 TAHHOMY
reny (Brown, Harwey, 1971; CaBenbes, 1998).

B nocneanue roapl uisi TeHOB, KOHTPOJIIUPYHOUIUX YCTOM-
unBOCTE K mapme (V,,, Vyu ap.), mydnucroii poce (P/;, Pl,,

TRl

Pl,, Pl ), xpacHOTaL10BOH 1€ (Sd), KONOHHOBHIHbIH rabHTyC
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kpoHbl (Co), OMOCHHTE3 THIICHA U DKCIIAHCHHA B TUIOAAX
(Md-ACO1, Md-ACS1, MD-Exp?7), v psina IpyTHX TeHOB OBLTH
paspaboransl auarnocrudeckue JJHK-mapkepst (Tartarini et
al., 1999; Cevik, King, 2002; Evans, James, 2003; Afunian et
al., 2004; Costa et al., 2005, 2008; Patocchi et al., 2005; Bai,
2012; Baldi et al., 2013; Velasco et al., 2010).

Hawnbonee n3yueHHBIM IPU3HAKOM SIBJISIETCS] yCTOHUMBOCTh
sA0JIOHM K TapIie, Ui KOTOPOTO K HACTOSIIEMY BPEMEHH
uneHTuduIIpoBaHo 17 reHos, 0003HaueHHBIX Rvi (Bus et al.,
2009, 2011; Yp6anoBuy, 2013). I maBHbIC TeHBI YCTOMYHMBOCTH
JIOKaJTM30BaHBI B 8 XpoMocoMax u3 17, mpu 3ToM 6 T€HOB
KapTHpoBaHbl B xpomocome 2 (Bus et al., 2011). I'en Rvi6
=), Hauboee pPacnpoOCTPAHEHHBIH B HOBBIX MMMYHHBIX
K TIapIIe copTax, pacnoioxkeH B xpomocome 1 (Maliepaard et
al., 1998) 1 B roMO3UTOTHOM COCTOSIHUHM MOXKET CYIIIECTBEH-
HO TMOBBIIIATH YyCTOWYMBOCTH K mapiie (Gessler et al., 1997;
Tartarini et al., 2000). B manpHeHIInX UCCIEAOBAHUAX B TaH-
HOH XpoMocoMe ObUT MICHTU(UIIMPOBAH KITACTEP U3 YEThIPEX
PELEenTOP-110JI00HBIX TCHOB, KOTOPBIC OBLITH 0003HAUCHBI KaK
Rvi6-1, Rvi6-2, Rvi6-3 u Rvi6-4 (Vinatzer, 2001; Afunian et
al., 2004; Gessler, Pertot, 2012).

Hcnonb3oBaHue MOJIEKYIISIPHBIX MAPKEPOB JUIsl BBISIBIICHHUS
B I'€HETHYECKOM KOJUIEKIMH, cocTosield n3 130 reHoTuIoB
SI0JIOHHM, pa3JIMYHbBIX TEHOB YCTOHYMBOCTH K TTapIIie MOKa3allo,
yro SCAR-Mmapkep OPL19, cuennennslit ¢ reHom Rvi2 (2),
OBUT MACHTUHUITPOBAH B TeHoTHIIaX 81 oOpasma s610HU
(Yp6anosuu, 2013). ITpumenenne SCAR-mapkepa AD13
MO3BOJIMJIO BBISIBUTH JIOKYyC Rvi4 (Vf4) B renome 34 dopm.
I'en Rvi5 (V,,) ObL1 MIEHTUPULIMPOBAH C IOMOLIBIO MAPKEPa
OPB12 B coprax MekunTom, OpioBumM, [lepBrunka u popmax
SR 0523, 84-39/58 u 84-50/9. B 371011 3x¢ paboTe C OMOIIHIO
MmapkepoB VIC, ALO7 u AM19 Op110 yCTaHOBIEHO, YTO BCE
MMMYHHBIE K TIapIlie copTa si0JI0HH, CO31aHHbIe BO PpaHuny,
CILA, TTonbre, Poccun u Pecniyonuke benapycs Ha ocHOBe
reHa Rvi6 ot M. floribunda 821, neficTBUTETFHO COEpIKaIA
B CBOEM I'€HOTHIIE 3TOT T'eH, IpudeM y coproB @puom u J|xo-
Ha(pH OH HAXOIMTCS] B TOMO3UTOTHOM COCTOSTHHH.

[IpoBenennsrit Metonom JJHK-mapkupoBarns anamms 279
COPTOB 1 TEHOTHIIOB SIOJIOHH Ha HAJIMYHE TEHOB YCTOHYMBOCTH
k mapie B Yexun (HUM nomonoruu, I'onoBoycsr) nmokasan,
49TO B 22 UMMYHHBIX K IapIie coprax ¢ TeHOM Rvi6 ObuH
00Hapy>KeHbI TeHBI RV 5 1 V) Rvi2, mpu4eM 3TH Pe3yIIbTaThl
o copram dnopuna, xonadpu, Otasa, Pendpu, Penunna,
Tomas, Butoc coBmanm ¢ JaHHBIMU, IPUBEICHHBIMHE B paboTe
0.10. Ypbanosuu (2013). OxgHako u3y4eHHbIE cOPTA SIOIOHN
¢ reHoM Rvi6 He HECJTM B CBOEM T'€HOTHUIIC TeHbI Rvid u Rvill,
a copra Anrong, Jlykar, Pomyc-1 eme u rera Rvi6 (Patzak
etal.,, 2011). B pesyasrare JIHK-mapkepHoro anaimsa 0bu10
MOATBEPIKJICHO HAJIMYUe reHa Rvi6 B TEHOTUIIE YCTOHUMBBIX
K mapmre coproB Adpoaura, Bacummca, Conapirko, Coros,
Paccset, ®opryHa, a rena Rvi5 — B coprax I[lepsunka, Op-
noBckuii moHep (YnesHosckasd, 2011).

ITpoBeneHHBII HAMY aHATIN3 COPTOB ¥ THOPH/IHBIX CESHIIEB
Ha TPUCYTCTBHE B TE€HOTHUIIC I'€HA YCTOHYMBOCTH K TapIie
Rvi6 ¢ ucnionb3oBanueM mapkepa V{C noarsepan Hanuunue
reHa Rvi6 y coproB beummna, Yaponeiika, Kpacymns, Cae-
)kecTb, Kannune opnosckuid, Axkagemuk Kazakos, Toma3s,
JprsimanT, [Ipuma, PoxkaecTBeHckoe, MoJTy4eHHbIX HA OCHOBE
POANTENBCKIX (POPM, TIPON3BOAHBIX KIIoHA M. floribunda 821
(CasenbeBa, 2016). MapkepHbIii aHaIN3 HE BBISIBIII TeHA RVi6
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B copre Ilamsatu HecrepoBa, XOTs OH IIOJy4Y€H OT CKpELLUBa-
HUSI IMMYHHOTO K napuie copra JletHee uMMyHHoOe ¢ ["anoi.
AHaJIOTMYHO B KOJIOHHOBHIHOM copTe CTperna, TaKkxKe Ioiry-
YEHHOM OT T'MOpH/IM3allui UMMYHHOU K napiue Gpopmbl 25-12
(ITpuma X becceMsiHka MUIypHHCKasi) ¢ KOJOHHOU 69-157,
OTCYTCTBYeT reH Rvi6. He oOHapy»keHo rena Rvi6 v B reHOME
copToB AHTOHOBKA 0OBIKHOBEeHHAs1, JI000, kooHHax [eiisep,
Crena n >mutHO# popme 40-10. DTOT reH NpUCYTCTBYET B Ipy-
I'MX IMMYHHBIX K Iapie coprax: brarosect, Bemvmen, Ckana,
®narman, Umant, @perar, @punom, ['anapuna, YcrneHckoe.

Jnst aHanM3a cCOpTOB ¥ THOPUIHBIX CESHIIEB SIOIOHN HAMU
ObuT Mcnonb3oBaH KopoMuHaHTHBIH SCAR-mapkep ALO7,
aMIUIMQUUIMPYIOUIMH B TE€HOTHIIAX COJEpIKallue U Heco-
nepxarie TeH Rvi6 ¢pparmenTs! pazmepom 570 u 823 m.H.
cootBercTBeHHO (Patrascu et al., 2006). Kak moka3zanu Hamm
uccrenosanus (J{om. marepuans 11), copra bnarosecr, Ckana,
®narman, Bemvnen, Umant, @perar, ['anapuna conepxar ren
Rvi6 B TeTepO3UTOTHOM COCTOSTHAN. AHAJIOTHYHOE aJIJIeTbHOE
COCTOSIHUE 3TOr0 I'e€Ha BBIABIEHO y cOpToB bbuinHa, Yapo-
nerika, Kpacyns, Kanowis opnosckuid, Axkanemuk Kaszakos,
HeisamanT, Tlpuma, PoxaectBenckoe, YcneHnckoe, Bamora
u benopycckoe cnankoe (Casenbesa, 2016). AMepukaHcKuit
copT @puaOoM UMEET TOMO3UTOTHBINA TEHOTHI TI0 TeHy Rvib,
yTo comtacyercs ¢ pesynsraramu O.JO. Ypbanosuu (2013).

Ha ocHoBe aHaiu3a npojiyKToB aMIuii(rKanii reHOMHON
JHK rubpunHeix cesHieB sf010HM M3 KomOnHanuu Kan-
JITH opIioBckuii X beumnaa ¢ npaiimepom ALO7 unentudu-
LMPOBAHbI T€HOTUIIBI, TOMO3UTOTHBIE ¥ T€TEPO3UTOTHBIE 10
reHy Rvi6, a Taxoke 00pas3ibl, He comeprkarne 3ToT reH (om.
marepuaisl 2). Ha npencraBieHHON snekTpodoperpamme
MOKa3aHo, 4To B coprax Kanauib opnoBckuil, beimnHa u ru-
Opuanbix cestHax Ne 3,4, 5, 6, 8, 13, 14, 16, 19, 20, 22, 23,
24 ammum¢unupyrores asa pparmenra (823 u 570 1. H.), 4T0
IpeJIonaraeT reTepo3uroTHOE COCTOSIHUE reHa Rvi6; oopas-
el Ne 2, 10, 11, 12 oxa3amuch TOMO3UTOTHBIMH 110 TeHY Rvi6,
u cesiHeny Ne 21, mo-BUAMMOMY, HE COZICPXKHT JIAHHOTO T'eHa.

B nmocnennue roxbl MHTEHCUBHO Pa3BUBAIOTCS HCCIIENO-
BaHMS 110 pa3pabOTKe MOJIEKYIAPHO-TEHETHUIECKUX METO/IOB
OILIEHKM KOJIOHHOBHJIHOTO TaduTyca pocra y somonu. J{is
uaeHTH(GHUKAIMKY TeHa KOJOHHOBHUIHOIO raduryca pocra
(Co) nHamu OpuH HcmoNB30BaHBI Mapkepsl C18470-25831,
Mdo.chr 10.12, Co04R12, 29fl u jwilr, pazpaboTanHbie
3apyoexHbIMU uccienoBaresisimu (Bai, 2012; Moriya et al.,
2012; Baldi et al., 2013; Wolters et al., 2013).

OmeHKa BOCbMHI KOJIOHHOBH/IHBIX M YETHIPEX HEKOJIOHHO-
BUJIHBIX COPTOB sI0JIOHM ¢ OMOIIbI0 Mapkepa C18470-25831
moKasaia, 9yTo y copTtoB Bamiora, [oTnka, 3eneHbrid mym,
TeneiiMoH nefcTBUTENBHO aMIUTHGUIUPYETCS (HparMeHT
pasmepom 169 m.H., monTBepxkaaommii Hanuuue reHa Co
(xomonHOBHIHOCTH). OgHAKO ()parMeHT TaKOH XKe IITHHBI
ObUT OOHApY)XEH M y HEKOJOHHOBHUAHBIX copToB bomtep
Mexkunroui, Tona3, l'omaen Henumec u lomgen Croyp.
AHanoru4Hble pe3yabTaThl HOIYUYSHBI TP UCTIOIb30BAaHUU
mapkepa Mdo.chr 10.12: y xonoHHOBHAHBIX cOpTOB Baio-
ta, [otuka, 3eienblil mrym, TelediMOH aMILTUPUITIPYETCS
(hparMeHT pasMepom 272 1. H., YKa3bIBAIOIINI HAa HAJINYHE
reHa KOJIOHHOBUHOCTH, O/IHAKO ()ParMEeHT TAKOH ke UTHHBI
aMILTU(HULINPOBAJICS Y HEKOJIOHHOBHIHBIX cOpTOB bosutep

T flononHuTenbHbie Matepransl cv. B MpunoxeHnn 2 no agpecy: http:/www.
bionet.nsc.ru/vogis/download/pict-2016-20-4/appx3.pdf

leHeTMKa 1 cenekumna pacteHun
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MexunTom, Tona3, l'onaen Henumec u [ongen Cnyp u He
aMIUTMUIMPOBAIICS y KOJOHHOBHAHBIX — [Iprokckoe, [eiizep,
Kackan. ®parment pazmepom 194 1. H. ammmndumpoBancs
npu ucnonb3zoBaHuu Mapkepa Co04R12 kak y KOJIOHHOBHI-
HBIX COPTOB, TaK U y copToB AKasemuk Kazakos, JIo6o, besno-
PYCCKOe ciaKoe, YCIIEHCKOE ¢ OOBIYHBIM HEKOTOHHOBUAHBIM
rabuTycoM pocTa.

Takum oOpasom, usyuenusie JJHK-mapkepsr He Bcerna
HAaJCKHBI NMPU CKPUHUHTE TEHOTHUIIOB C KOJIOHHOBUIHBIM
rabutycoM KpoHbl. Hambonee Hame)KHBIMH AT MapKep-
OPHEHTHPOBAHHOM CEJEKIMU Ha KOJOHHOBHJIHOCTH OKa3a-
mck npaimepsl 2911 u jwilr, KOTophIe IETEeKTHPYIOT B TEHOME
KOJIOHHOBHIHBIX COPTOB SIOJOHU HHCEPIUH B JToKyce Co 1o
Hanmuuuio y (parmenra pazmepom 586 m.H. (Wolters et al.,
2013). C ucnonp30BaHUEM TaHHBIX IPAHMEPOB HAMHU Y COPTOB
Mamoxa, [1pe3unent, Bactoran, Ecenus, Kymup, Octankuno,
Suraproe oxepenbe, Tpuymd, [Toa3ust, Cossesaue, MoCKoB-
CKOE OXepenbe, a Takxke ruopuausix Gopm 3-19, 11-6-2,
32-26(x), 33-57, 18-2(x), 10-32, 10-7, 10-4, 10-18, 77-88(3),
8-12, 10-16, 32-35(k) ¢ KOIOHHOBHIHBIM THOUTYCOM pOCTa
ObLI BbISIBJIEH ()parMeHT ATHHOU 586 I1. H., UTO yKa3bIBaeT Ha
MIPUCYTCTBHE JOMIHAHTHOTO aJUIENIS TeHa KOJIOHHOBUIHOCTH
(Hom. marepuainsr 3).

V coproB Xanm kpuch, borareipb, AHTOHOBKa 3UMHSIS,
AHTOHOBKa KpacHas, AHTOHOBKa KaMcHHYKa, CBEKecCTh,
Kurynésckoe, bepkytoBckoe, Beimnen, Pener Cemepenxo,
JIo6o, obnamarmux HEKOJIOHHOBHIHBIM Ta0UTYCOM POCTA,
JIMaTHOCTHYIECKUH (PparMeHT, YKa3bIBaIOIIUI Ha IIPHCYTCTBHE
B I'€HOME MHCEPIIMH, OTCYTCTBYET. DTOT (parMeHT TaKKe
amIUIMpyeTcsl y KOJOHHOBHHBIX copToB Crpena, Ka-
ckan, efizep, 3enensnii mrym, [otuka, [Iprokckoe (maHHBIC
HE MIPUBOJSTCS).

OnHUM 13 GaKTOPOB, BIUSIONIMX HA TPOJIOIDKUTEIBHOCTh
XpaHEHUsI TUTOJIOB SIOJIOHM, SIBISCTCS MHTCHCHBHOCTH OWO-
CUHTe3a dTHiIeHa. VIHrubnpoBaHue SH0I€HHOTO M 9K30TeH-
HOTO 3THJIEHA CITIOCOOCTBYET MOBBIIEHUIO CPOKOB XPaHEHHUS
n xagectBa onoB (Knee, Hatfield, 1981). [l muarHocTiuku
reHa OMOCHHTE3a THIIeHa ObLT pa3padoran mapkep Md-ACS
(Costa et al., 2005), ucrmonp30BaHHBIN HAMU TSI TEHOTHIIN-
POBaHUS COPTOB SOJTOHM.

Wzydenue nomumopdusma coptoB U GopMm s0JI0HH 110
CTPYKTypHOMY TeHy 6nocunTe3a stmineHa Md-ACSI noxasa-
110, uto copra Crapk ciiyp ['ongen Jdenumec, Beimnen, mant
u ¢popma 40-10 romozurorus! no amtento 1 (Md-ACS1-1/1).
Copra l'onnen denumec, lonnen Cryp, Xauu kpuc, Jlurom,
[Mamsatu Hecreposa, ['ama, Axanemuk Kazaxos, Penkxpadr,
bpebepu conepxar ren Md-ACSI B TeTepO3UTOTHOM CO-
crostann (Md-ACS1-1/2) (JJon. marepuaist 4). Copt ymxu
TOMO3HTOTEH TI0 ehekTHOMY amento 2 (Md-ACS1-2/2).

Copra l'onaen lenumec, F'onnen Cnyp, Xanu kpuc, JIu-
roi, [Tamstu HectepoBa, I'ana, Akanemuk Kazakos, Ctapk
Cryp longen Hdemumrec, Beivmen, Mmant, Penkpadt, bpe-
Oepu n ¢dopma 40-10 comepkar Apyroi CTpyKTypHBIH TeH
OuocunTe3a TriieHa, Md-ACOI1, B TeTEpO3UTOTHOM COCTO-
sHUU (HaHHBIe He puBoaATcs). CopT DymKn TOMO3UTOTCH
o nepexrHomy aytemo Md-ACO1-1.

CoueTraHue aJlIC/IbHBIX BapHaHTOB reHoB Md-ACS1-2/2
u Md-ACO1-1/1, neTepMHUHUPYIOMINX MUHUMAIBHBINA ypo-
BEHb OMOCHHTE3a dTWJICHA, UACHTH(QUIMPOBAHO TOIBKO
y smmonckoro copra @ymxku. Copra l'onaen demmmmec, [ongen
558
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Cnyp, Xanu kpuc, Jluron, [Tamstu Hecreposa, ['ana, Aka-
nemuk Kazakos, Penxpadt, bpebepH conepxar eneBbie TeHbI
B TETEPO3UTOTHOM cocTostHNN (Md-ACS1-1/2; Md-ACO1-1/2)
1 XapakTepH3yIOTCsl CPEHUM YPOBHEM OMOCHHTE3a STUIIEHA
B miogax. Y coptoB Crapk ciyp lonnen Henumec, Bemven,
Nmant u popmat 40-10 oTmMeueHO codeTaHHE TOMO3HTOTHOTO
cocrostaust ayienst Md-ACS1-1/1 rena Md-ACS1 ¢ rerepo-
3UTOTHOCTHIO TI0 TeHy Md-ACO1, 910 IPUBOANT K HE3HAYH-
TEJIFHOMY CHM)KCHHIO HHTCHCHBHOCTH OMOCHHTE3a STHIICHA
OTHOCHUTEIBHO HOpMaJIbHOTO YpoBHS (CaBenbena, 2016).

OreHKa TEHETUYECKOTO TONMMOpU3Ma COPTOB B (POpM
SIOJIOHH C JUTUTEIBHOHN JISKKOCTBIO TIIO/IOB MO aJuIeIIsiM I'eHa
OuocuHTe3a 3KkcnancuHa MD-Exp7, npoBeicHHas C HC-
nosb3oBanneM Mapkepa MD-Exp75SR (Costa et al., 2008),
MoKasasa, 4To B renomax coproB lonnen [emumec, [onnen
Cnyp, Xanu xpuct, [Tamsatu Hecreposa, Jluron, ®ymxu,
Crapk ciyp lTongen lemmmec, Nmant, PenkpadT, bpebepn
ammndunupyercs pparment pazmepom 202 1. H., 4TO
IpeJrosaraeT HajJuyue ajiels TeHa, AeTepPMUHUPYIOIIEro
CpeIHni ypOBEHb OMOCHHTE3a SKCITAHCHHA U, CIIEZI0BATENBHO,
CPEIHIOI0 CTETEeHb MOTEPH TBEPAOCTH IUION0B. PparMeHT
ammrdukanyu 198 1. H., CBUIETEIbCTBYIOIIUA O HAINYUH
aJJIeINs TeHa, JIETePMUHHUPYIOIIETO CHIKEHHbIH yPOBEHB OHO-
CHHTE3a YKCIIaHCHHA, WICHTH(HUINPOBAH y COpTOB BeiMIen,
Axanemuk Kazakos (CaBenbeBa, 2016).

Annenn pasmepom 198 m 202 m. H., KOppenupyromune
C MUHUMAJIBHBIM YPOBHEM CHHTE3a HKCIIAHCHHA, WICHTHU-
¢unuposansl y ¢opmbr 40-10 (Kaprosckoe X llapnorra),
KOTOpasi XapaKTepU3yeTCs TNIOTHOW MSIKOTBIO M ATUTENBLHON
JICXKKOCThIO TI0/10B. OJTHAKO Takoe coYeTaHUe ajuresei
198/202 1. H. HaONIOIAETCSL HE TOJIBKO y COPTOB C JJIMTEIb-
HOW JIEKKOCTHIO M TUIOTHOW MSKOTHIO IIOZOB, TAKUX Kak
Anreii, babymkuno, bananosoe, benopycckoe MannHOBOE,
HO 1 y copToB Menynuiia, Meuta, OpinoBum, HoBrHKa OceHH,
OceHHee MoJI0caToe C MIIOJAMH JIETHETO M OCEHHETO CPOKOB
CO3peBaHMs U PBIXJI0H MAKOThIO (YpOanosuy, 2013).

Ciemyer OTMETHUTD, YTO J0 HACTOSIIET0 BPEMEHH KpaiiHe
OTPAHNYCHBI JJAHHBIC 10 W3YyYEHHUIO TEHETHKH aJalTHBHO
3HAYMMBIX U APYTHUX LEHHBIX B XO35SHCTBEHHOM OTHOIICHUH
MIPU3HAKOB.

[Tytem MonenMpoBaHNs HOBPEKAAONINX (PAKTOPOB 3UMHE-
TO Mepro/ia YCTAaHOBJICHO, YTO BBICOKHE YPOBHH 3UMOCTOM-
KOCTHU HACJICAYIOTCA B IOTOMCTBE 110 TUITY KOJIUYCCTBCHHBIX
MIPU3HAKOB U TMEPEAAIOTCS ONPEEICHHON YacTH CEesSHIIEB.
Ha dopmupoBanue npusHaka yCTOHYMBOCTH SIONOHN K HU3-
KHM TeMIleparypaM IMpeodajiaoiiee BIUsSHUE OKa3bIBAIOT
HEaTUTHBHBIC TEeHHBIE B3aNMO/ICHCTBHSI, OTHAKO Ha IPOsIBIIC-
HHE NTPU3HAKA YCTOHUYMBOCTH THOPUIHBIX CESTHIIEB K PE3KUM
neperajamM TeMIIepaTypsbl IOCie OTTelelel BINsHIEe Heall-
JUTHUBHOTO JICHCTBHSI TCHOB BBIPA)KEHO MEHEE 3HAYUTEIILHO
(Casenbes, 1998).

[Ipu npeobagaroieM BIUSIHUNA HEaIIUTUBHOTO JICHCTBHS
TeHOB (JIOMUHUPOBAHHUE, SITUCTA3, CBEPXIOMUHUPOBAHNE) HA
3MMOCTOHKOCTh Hanbosee BaXKHOE 3HAYECHHE JUIS CEJICKINT
HUMCEIOT OITPEACIICHHBIC KOM6I/lHaI_lI/lI/I CKpCHIMBaHUA C BBICOKOM
crierpuIeckoil KOMOMHAIMOHHON CIIOCOOHOCTHIO, B TOM
qucie u s 0T0opa TPaHCTPECCUBHBIX T€HOTHIIOB, COUETa-
IOIMX Ha BBICOKOM YPOBHEC BCC KOMITOHCHTBI 31/[MOCTOI>1KOCTI/I,
U TIPEBOCXOMAIINE TI0 YCTOHIMBOCTH CYIIIECTBYIOIIIE aHATIO-
rH. J{0J1s TaKKUX CEsIHIEB B Pa3IMYHBIX KOMOMHAIMAX HE3HA-
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ymuTensHa u coctasinser 1,3—12 %. Brigenenue n3 ruOpuIHbIX
MOMYISIIUN TPAHCTPECCUBHBIX TCHOTHIIOB C BBLIAFOIICHCS
YCTOWYHMBOCTBIO SIBJSICTCS OJHUM M3 IYTEW IMOBBINICHUS
YPOBHSI YCTOHYMBOCTH T'€HOIUIa3MBI MIOAOBBIX KYIBTYp K
HU3KUM Temneparypam (Casenbesa, 2016).

Ha ocHOBe reHeTHKO-CEeJICKIIMOHHBIX MCCJIeA0BaHUMN
SIOJTOHHU, IPOBEICHHBIX B MudypuHCcKoM oTaenennn BOITuC,
B ['ocpeecTp celleKIMOHHBIX TOCTHKEHUH BHECEHO 35 COPTOB.
J1J1s TPOMBIIIIJICHHOTO BO3/ICJIBIBAHUS 0COOOT0 BHUMAHHMS 3a-
CITy’KHBAIOT 3IMOCTOMKHE COPTa 3UMHETO CPOKa TIOTPEONICHUS
C MOHOT€HHOH YyCTOMYMBOCTBIO K IMapuie 3a CYET UHTPO-
rpeccuun reHa Rvi6: beuinna, Beimnen, ®narman, @perar

(puc. 1).

Mpywa (Pyrus)

YacTHasi reHeTHKa TPYILIN OTCTAET OT YPOBHS UCCIEIOBAHUI
10 TEHETHUKE APYTUX IUIOJIOBBIX (SIOJIOHS, IepcuK, abpruKoc)
KyJIBTYp. Y IpYLIX J0 HACTOSIIEr0 BPEMEHHU YIaloCh UICH-
TUUIUPOBATH JHIIE 0KOIO 20 T€HOB, KOHTPOIHUPYIONTUX
MPEUMYIIECTBEHHO BTOPOCTEIICHHBIC TPU3HAKU, TaKNE Kak
cienas jeranb (reH d), roponyarsiii kpait aucra (ren Cr),
cTepuiIbHbIE MBUILHUKH (TeH Sx;) (Knigt, 1963).

W3zyden xapakrep HacJie0BaHUS Psiia MOP(HOITOTHUECKIX
npu3HakoB y coptoB Jloktop XKrons ['toito, Bunssme, Kon-
thepentus u lexanka gro Komuc. YcTaHOBIEHO, 9TO TEMHO-
3eJIeHast OKpacKa JINCTHEB JIOMHHUPYET HaJl CBETIIO-3EJICHOM
1 HaXOJUTc Mof] KoHTposieM reHa G. HacienoBanue kpacHon
OKPAaCKH JIETHUX MOOETOB KOHTPOJIUPYETCS] TJOMUHAHTHBIM
TEHOM R, TOT/Ia KaK 3eJeHasi ¥ CBETIO-3€JIeHasI — PELIECCHB-
HBIM I'€HOM 7. JIOMUHAHTHBIM NPH3HAKOM TaKXKe SBJISIOTCS
OTIyIICHNE JETHUX 1M0OeroB rpymu (reH H) m OTCyTCTBHE
JKEJIe30K Ha IIaBHOI incToBoii sxmitke (reH £) (Knigt, 1963).

K Hacrosiemy Bpemenu y rpymu copra Bartlett (Busibsimc)
cexBeHUpPOBaHO 43419 mpeamonaraemsix reoB (Chagne et
al., 2014). Unentudunuposat reH Rvpl, KOHTPOIUPYIOMNI
ycroituuBocTs K napiie (Venturia pyrina Aderh.), Hocurenem
KOTOPOTO SIBIISIETCST COPT rpymra «Navaray, u BeisgBiIeH SSR-
mapkep CHO02b10, TecHO clLeTIeHHBII ¢ JaHHBIM JIOKYCOM
(Bouvier et al., 2012). Mcnonp3oBanue B rudpuan3auu rpy-
M yCcCypuicKot (Pyrus ussuriénsis Max.) 1 ee IpOU3BOAHBIX,
KOTOpasi XapaKTepPU3yeTCsl yCTOMINBOCTHIO K TTapIIIe, SBISCTCS
MEPCIEKTUBHBIM B CO3/IaHUM HOBBIX YCTOWYHMBBIX COPTOB
(Muaypus, 1948; SIxosnes, 1992). JloHOpaMu yCTOHYINBOCTH
K 3TOMY 3a00JICBAaHHIO MOT'YT CIIY’KUTh COpTa ABI'YyCTOBCKast
poca, Tema, Hesxxnocts, Ocennsisa meuta, [Tamstu SIkoBiesa,
B MOTOMCTBAaX KOTOPBIX HAOIIOJACTCSl BBICOKUN MPOLEHT
(67,1-100 %) ycToituuBbIX cesiHIIEB (SIKoBiEeB, 1992).

Puc. 2. CopTa rpyLm ¢ KOMMIeKCHOW YCTOMYMBOCTbIO K 60Ne3HAM:
a - flkoBnesckas, 6 — Deepus.

Puc. 3. CopTa BULIHY C BbICOKOW YCTOMUYMBOCTBIO K KOKKOMMKO3Y:
a — XapuToHOBCKas; 6 — BeuepHss 3aps.

OnHO U3 MPHOPUTETHHIX HAMPABICHUN B CEJICKLIUH TPy-
M — CO3/IaHNE COPTOB, 0OTAAIOMINX CACPKAHHBIM POCTOM
Y KOMITaKTHOU KpoHoii. [lepcriekTBHON ncxoqHOM hopmoit
B CEJIEKI[MH Ha CJIIA00POCIOCTh M KOMIIAKTHOCTD SIBIISIETCS
¢opma rpymu Nain Vert, KapIHKOBOCTb Y KOTOPOH KOHTPO-
nmupyeT miaBHbIi red D (Decourtye, 1967). JloMUHaHTHBIN TeH
B T€TEPO3UTOTHOM COCTOSIHMM KOHTPOJIHNPYET KapJIMKOBOCTb
y copra rpymu O6wmieHas (Tys, Sxosnes, 1983). C. Wang
¢ xomteramu (2011) ObUT KApTUPOBAH T'EHETUUECKUH (PaKkTOp
(PcDw), KOHTpOJHPYIOIIH MPH3HAK KapIUKOBOCTH, U OTIpe-
nenens! Monekynsipable SCAR- n SSR-mapkepsl, kocerperu-
PYIOIIHE C TaHHBIM T€HOM.

VYuensie Muuypunckoro otaenenns BOI'nC mposogst
UCCIIEI0BAHUS MO CO3AAHUIO 3UMOCTOMKHMX COPTOB IpyILN
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C MOHOTEHHO JI€TE€pPMHUHUPOBAHHON KapJIMKOBOCTHIO. B Ka-
YEeCTBE JIOHOPOB KapIMKOBOCTH MCIOJIB3YIOT (POPMBI TPYILIH
-0, I'-1, I'-4, P-2, P-3, reHeTHYECKU CBs3aHHBIC ¢ (hOpMOH
Nain Vert, KOTopble CKPELIMBAIOTCS C 3MMOCTOWKUMHM COpPTa-
mu Ceepsinka, Hexxnocts, [lamsatu SkosneBa. CKpUHHHT
THOPHIHBIX CESHIIEB HA YCTOHYMBOCTH K HU3KHUM TEMIIE-
paTtypaM IpOBOAMTCS METOAOM HMCKYCCTBEHHOTO IpoMOpa-
KUBaHUS B cepeanHe 3uMOBKH mpn —37 °C. B xomOnHanmm
ckpemuBanus (HexnocTs X I'-0) Obu10 0TOOpaHO OKOJIO
8 % cesHILEB C HE3HAUUTEIbHBIM MOJMEP3aHUEM TKaHEH
(mo 1 6amma), mpuaem u3 HUX 30 % reHOTUIIOB OBITH C TEeHE-
TUYECKH JIETEPMUHUPOBAHHON KapJIMKOBOCTHIO. XapakTep
B3aUMOJCUCTBHS T€HOB, KOHTPOJIHUPYIOIIUX YCTOWYHBOCTD
K HU3KUM TeMIIepaTypaM y HCXOAHBIX (opm rpymmu, He-
OJIMHAKOB. B pa3nnuHBIX KOMOMHAIMSAX CKPEIIMBAHUS, TIPH
HEKOTOPOM IPEUMYIIECTBE A IUTUBHBIX TeHHBIX AP (EKTOB,
POJIb 3MHCTA3a U JOMUHUPOBAHHS TAKKE BECbMa 3HAUNTEIIbHA
(SxoBrueB, 1992). AHamOrUYHBIC UCCIICIOBAHMUS TIPOBOIATCS
U B JIpyTUX Hay4YHBIX yupexaeHusx Poccuu, HO noka eie He
CO31aHBI KOMMEPYECKHE COpTa IPYIIN C IETEPMUHIPOBAHHOM
kaprukoBocThio (Kagamkun, 2011).

OnHUM M3 Ba)XHEHIINX NMPHU3HAKOB COPTa SIBJISIETCS Ka-
YECTBO IUIOOB, KOTOPOE OIIEHUBAETCS 110 BHEITHEMY BHILY,
BKYCOBBIM JIOCTOMHCTBAM M JIpyruM npu3HakaMm. Kpachas
MOKPOBHAs OKpackKa IUIOOB Y copTa rpymu BunbsaMc kpac-
HBII KOHTpOJIMpyeTcs ToMHHAHTHBIM reHoM C. Ha creneHs
MIPOSIBIICHUS] OKPACKHU ILIOI0OB CHOCOOHBI BIUATH KaK MO-
J(UKAIMOHHBIE B3aMMOJICHCTBHSI T€HOB, TaK U IOTO/IHBIC
ycioBus. CestHIIBI ¢ OKPAIIeHHBIMH TUIOJJaMH MOTYT BBI-
MIEIUISATHCS M B TIOTOMCTBaX HEOKPAIICHHBIX POAUTEIIBCKUX
(hopm, 4To mpearnonaraeT HaJIMuMe JOMHUHAHTHOTO 3ITUCTa3a,
U CTPYKTYpa T€HOTHUIIOB TaKHMX HEOKPAIIEHHBIX MCXOIHBIX
topm coorBerctByeT THITy Cc Dd. Ilpu atom D nogasisieT
JieiicTBre reTepo3urotsl Cc, KOTopast onpe/esnseT HOKPOBHYIO
OKpackKy wionoB (Sxosmnes, 1992). Jng ckpuHUHTa TECHOTHUTIOB
TPYILIH C OKpaIIeHHBIMH IUI0/IaM1 HA PAHHHX ATarax 3apyoex-
HBIMH HCClieIoBaTessiMi ObUH pazpaboTtanbl SSR-mMapkepsbl
MS06g03, CH5A03, CHO5C07 (Booi et al., 2005; Pierantoni
etal., 2010).

Cpenu (akTopoB, OrpaHMYHMBAIOIINX BO3MOXKHOCTH BBI-
BE/ICHNs] BBICOKOKAQUECTBEHHBIX COPTOB TPYIIH, BHICTYIAET,
B TIEPBYIO O4YEpE/Ib, TEPIKOCTH II0/I0B. TEpIKOCTh IIOIOB
TPyl KOHTponupyer red 1a, a couHocTh — Su (SIkoBnes,
1992). I'pyma yccypuiickas (P, ussuriénsis) i HEKOTOpbIe ee
npousBoaHbie (Konepeukn MuaypHHCKHE) TOMO3UTOTHBI 110
JIOMUHAHTHOMY ayento Su. CTpyKTypa reHOTHIa COPTOB
Tewma, Ilons, bepe Apmanmon, bepe bock, bepe Jlurens,
JIro6umuna Kiranma, Onusse ne Cepp U IpyTuX COOTBETCTBY-
eT Susu, a rpymin OUHIAHICKAs xKentas — susu (SIkoBmes,
1992). I'pyma yccypuiickasi o HaTMYHMIO B IUIO/IaX TAHWHOB,
OTIPEACIAIONINX X TEPIKOCTh, TOMO3UTOTHA 1O TeHy 7a, a ee
MIpou3BOJHbIE U KynbTypHble copTa (Tema, Onbra, TemuyMm,
Bepe Apmanmon, bepe Knepixo, bepe Jlurens, [lexkanka 3uM-
Hss1, Jlekanka oceHHss, JKoseura MexenpHckas 1 ONHBbE
ne Cepp) — rerepo3urotHsl (SIkosnes, 1992).

Y MHOTHX COPTOB T'PYIIH B IIPOIIECCE CO3PEBAHUS TUIOZ0B
MIPOMCXOANT PA3IOKCHUE TAaHWHOB W BBIJICIICHUE ATHJICHA.
K HacrosiieMy BpeMeHH UIeHTH(OUIIMPOBAHBI MOJICKYJISIPHBIE
Mmapkepsl Pc-ACSla, Pc-ACS1b, Pc-ACS2a, Pc-ACS2b,
cuemnenasie ¢ renamMu Pc-ACSI, Pc-ACS2 u Pc-ACO1,
560
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KOHTPOJHUPYIOIUMH HHTEHCHUBHOCTh OMOCHHTE3a STHIIEHA
1 SKCIaHcuHa — rel Md-Exp7 (mapkep Md-Exp7SSR) B mo-
Jlax, ¥ OTIPEACISIIONINE UX JUIMTENBHYIO JIEKKOCTh W TBEP-
nmocte mskoTu (El-Sharkawy et al., 2004; Gao et al., 2007,
Costa et al., 2008).

C ucronb30BaHUEM B THOPH/IM3AIIMN JOHOPOB JUTUTEIBHON
nexxxoct moaoB ([ous 3apu, [lozauss MOCBUP, bepe
3UMHsISI MUdyprHa U Jp.) yYeHBIMH MHUYypHHCKOTO OTIe-
nernst BOI'uC OputH co31aHBI HOBBIC BEICOKOIIPOYKTHBHBIC
3MMOCTOHKHE C KOMIUIEKCHOW YCTOHYMBOCTBIO K OOJIE3HSIM,
C JUTUTEITLHOM JISKKOCTBIO (6—8 MecC.) M BRICOKMM KaueCTBOM
m1on0B copta: I'epa, deBpanbckuii cysenup, [leppomaiickas,
Yynecuuna, Oeepus, Skopnesckas (puc. 2 ). Beero B ['ocpe-
€CTp CeIEKIIMOHHBIX JOCTIDKeHNH BHECEHO Ooee 20 copToB,
4YTO cocTaBisieT 6onee 16 % OT Bcero pallOHMPOBAHHOTO
COPTUMEHTA 3TOU KyJIbTypbl B Poccun.

BuwHa (Prunus)

YacTHas reHeTHKa BUIIIHU, TAK K€ KaK 1 y I'pylIr, U3yUCHa HC-
JIOCTaTOYHO, U K HACTOSIIIEMY BPEMEHH HICHTU(PUIIMPOBAHO
meree 20 reHOB, IPUYEM MHOTHE U3 HUX KOHTPOJIMPYIOT BTO-
pocrenennsle npuzHaky (Knight, 1969). Taxk, naentudunmpo-
BaHBI PEIIECCUBHBIE T'€HbI, KOHTPOJIUPYIONIIE MOPIUHUCTOCTD
(cc) n necTponucTHOCTH (rg;) AMcTheB. CaMOHECOBMECTH-
MOCTb BHIIHHU, KaK ¥ Yy MHOTUX APYIUX IUIOAOBBIX KYJIBTYD,
oTpeenseTcs AeHCTBIEM MHOYKECTBEHHBIX aIeIoMOp(oB S
(S... S"). BuIsIBIIEHBI MAPKEPBI, TECHO CLETUIEHHBIE C JIOKYCa-
mu SGB, ... SGB,;, onpenensomyumMy CaMOHECOBMECTUMOCTh
(Ikeda et al., 2005). TemHas MOKpOBHas OKpacka IUIOIOB
BUILHU SIBJISIETCS IOMHHAHTHON IO OTHOIICHHIO K KPacHOH,
PO30BOM M CBETION M KOHTPOIMPYETCs reHoM R;. I'eneTn-
YECKUMHU MCTOYHHKAMM 3TOTO IMPHU3HAKA SIBISIOTCS COpPTa
I'puot IloGena, TenpkoBckas paHHsisi, TeMHOOKpalIeHHas,
Poccomanckast TemHas, XapuToHoBckas u apyrue (JKykos,
Xaputonona, 1988). JloMMHaHTHBEIMH MPU3HAKAMH TaKXKe
ABIIAIOTCA TBepAas (reH Fm) u TeMHast (TeH R,) MAKOTb IJI0-
JIOB BUIITHU. I'eneTuka 6OJ'II>H_II/IHCTBa CCIICKIIMOHO 3HAYUMBbIX
MIPU3HAKOB U3YyY€Ha HEIOCTATOTHO.

3HAYUTENBHBIN yepd HaCAXKICHUSAM BUIIHH TPUIUHSICT
KOKKOMHUKO3, BbI3bIBacMblil Tpudbom Coccomyces hiemalis
Higg. Bo BHUNTuCIIP um. U.B. Muuypura BepBbIe
WACHTH(UINPOBAH JOMUHAHTHBIA TeH 4, KOHTPOIUPYIOMNI
YCTOHYMBOCTH K 9TOMY 3a00JIEBaHHIO, M BBIJEIICH JIOHOP
MOHOTeHHOH ycToitunBoctn Anmas (ITagonepyc M X HoBo-
cenka) x [TamsTt BaBuitoBa ¢ reTepo3UroTHBIM FeHOTHIIOM Ad
o reHy ycroiunBocTtH (OKykoB, Xapuronona, 1988). B pe-
3yabTare rudpuan3aym copra XKyKoBcKkast ¢ JOHOPOM MOHO-
TeHHOH yCTOWYMBOCTH K KOKKOMHMKO3Y AJMa3 MOJIY4YECHBI
BBICOKOTIPOAYKTHBHBIE YCTOMYHMBBIE K KOKKOMHKO3Y COpTa
XaputoHoBcKkas 1 Dest ¢ I01aMu YHUBEPCAIBHOIO Ha3HA-
YeHHs], KOTOpbIE BKIIIOYCHBI B [ OCYy1apCTBEHHBIN peecTp ce-
JICKIIMOHHBIX ﬂOCTH)KeHHﬂ, JOIMYHICHHBIX K UCITOJIb30BaAHHIO.
Bcero Muuypuackum otneneaneM BOI'uC co3nano BoceMb
HOBBIX COPTOB BHIIHH, U3 KOTOPBIX HAHOONbIICH SKOHOMH-
4eCKOi 9 (EKTHBHOCTBIO XapaKTePH3YIOTCsl XapUTOHOBCKAsI
u Beuepnsis 3aps (puc. 3).

VY BUIIHU BBICOKHMH YPOBEHb TOJEPAHTHOCTH K HU3KHM
TeMIeparypaM MOXET KOHTPOJIMPOBAThCs OJIOKAaMH I'€HOB
1 TIEpPEAABATHCS TOTOMCTBY ITPU MEKBHIOBBIX CKPEIINBAHMX,
ITpu ckpemmBanmy [Tagonepyca M (Ipon3BOIHOTO YepeMyXH
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siioHckolt Padus Maacki Rupr., Kom.), BeIIepKHBaOIIETO
MOHIDKEHUEe Temnepatypsl 10 —45 °C, ¢ pumneit [lamsaru
Baguriosa (c nmorenmmanom Mmoposoctoiikoct B—37 °C) B 1o-
TOMCTBE BBIIEIUIIOCH 0K0JIO 50 % cesHIIeB C MOTEHIIHAIOM
MOPO30CTOMKOCTH, YTO COOTBETCTBYET pacluerienuto 1:1,
XapakTepHOMY /I MOHOTeHHOTO HacnenoBanus (JKykos,
XapuroHona, 1988).

Co3naHne cOpTOB BHIIHHU CO CAEPKAHHBIM POCTOM M KOM-
MAaKTHOW KPOHOW — OHO M3 NPHOPUTETHBIX HANpPaBICHUH
cesieki. Ha oCHOBE reHETHUECKUX UCCIEIOBAaHUN ObLIH
0TOOpaHBl UCXOAHBIE (HOPMBI BUIITHH, HECYIINE B CBOEM
reHotune rex (0,), KOHTPOIUPYIOIMH CePKAHHBIA POCT
1 KOMITAKTHOCTh KpoHBI, — barpsnasg, OxraBa, Ctanaapt
VYpamna, Oxepense u ap. (Kyxos, Xaputonona, 1988).

B nocneanue roapl y BUIIHK OBIIH UICHTH(DHUIUPOBAHBI
9KcmaHcuH-reHbl PCEXPI... PcEXPS5, KOHTpOIUPYIOUINE
CO3pEBaHNE U Pa3MITICHHE KOXKHIIBI TIJI0/I0B, a TAKIKE BBISB-
JICHBI MapKephbl, TECHO CLETUICHHBIC C AJJICISIMU 3THX TCHOB
(Karaaslan, Hrazdina, 2010).

Takum 00pazoM, ¢ IENbI0 MOBBIMICHNUS YKOHOMHUYECKOM
3 (GEKTUBHOCTH CaJ0BOJCTBA MPOUCXOJUT TOCTOSHHOE
COBEPIICHCTBOBAHNE COPTOBOIO COCTaBa SIOMOHU, TPYIIN
1 BUIIHU. [[7151 yCKOpEHNS TTOTyIEeHUsI HOBBIX COPTOB pa3pa-
6otansl necatku auarnocrnuyeckux JJHK-mapkepos k reHam,
OTIPEAEIIAIOINM YCTOWIUBOCTH K OOJIE3HSM, IIPOIOTKUTEIb-
HOCTb XPaHEHUS TUIOOB U JIPYTHE CEJIEKIIMOHHO 3HAYNMBbIC
npusHaku. B pesynbrare uccieqoBaHui, NPOBEACHHBIX B Mu-
yypuHackoM otnenennn BOI'uC, B [ocymapcTBeHHEBIH peecTp
CEJICKIIMOHHBIX JJOCTIKECHUH BKIIIOYECHBI cOpTa: sI00HN — 35,
rpyumu — 20, BUIIHY — §.

KoHpNUKT nHTepecos
ABTOpBI 3asIBISIIOT 00 OTCYTCTBUHM KOH(IIMKTA HHTEPECOB.
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