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SWEET TpaHcriopTepbl Medicago lupulina
B apOYCKVYJISPHO-MUKOPM3HOII CCTEMe
B YCJIOBUSIX CpeHEro YPOBHS JOCTVITHOTO (pocdopa

AA. Kp}oKOBl@, A.O. Fop6yHOBa1, T.P. KyApHH.IOBal’ 2, 0.B. ViBanuenko?, M.®. llumosa3, A.IL IOpKOB1

T Bcepoccuickuii HayuHoO-MCCeoBaTENbCKMI VNHCTUTYT CeNbCKOX03ANCTBEHHON MUKpobronoruy, MywknH, CaHKT-NMeTepbypr, Poccua
2 CaHkT-lMeTepbyprckuii nonuTexHMYecknin yHmsepcutet Netpa Benvkoro, CaHkT-lNeTepbypr, Poccusa

3 CaHkT-lMeTepbyprckuii rocyfapcTBeHHbI YyHUBepCUTET, bBronoruueckunin dakynstet, CaHkT-lNeTepbypr, Poccus

® rainniar@rambler.ru

AHHoTayus. lprbbl apbycKynapHON Mrkopr3bl (AM) MOMoraloT pacTeHUAM YCBanBaTb 3 NMOYBbI MUHEpasibHble BeLle-
CTBa, 0cobeHHO dpocdop, B TO Bpems KaK MoslyyaloT OT pacTeHnn NpoayKTbl GOoToCHHTe3a — caxapa. BbifaBneHue reHos,
KOHTPOMVPYIOLWMX CUMOUOTUYECKYI0 3bdeKTUBHOCTL AM, MOXET MMeTb NMpaKTUYeckoe NprIMeHeHNe Npu Co3faHum
BbICOKOMPOAYKTUBHBIX PACTUTENIbHO-MUKPOOHbIX cucTem. [o3Tomy Lienbio paboTbl 6bina oLeHKa yPOBHe sKCcnpeccum
reHoB cemeliCcTBa TpaHcnopTepoB caxapoB SWEET - eAVHCTBEHHOrO CeMeicTBa, rae MoryT 6biTb 0OHapy»eHbl cre-
undurueckne ana AM-cumb6ro3a TpaHcnopTepbl caxapoB. Hamn pa3paboTaHa yHUKaNbHasA BbICOKOUYYBCTBUTENIbHAsA K
ypoBHIo pochopa 1 MrKopr3aumMm MoaenbHaa cucteMa «pacteHre-xo3anH—-AM-rpub», BKIoYaoLwan BbICOKOOT3bIB-
ymByto Ha MHOKynAUMio AM-rpubamm 3Konormyeckn obamraTHo MUKOTPoHyio nHUo MIS-1 nloLepHbI XMeneBUaHoOM
(Medicago lupulina) v wtamm AM-rpn6a RCAMO00320 Rhizophagus irregularis, obnagatowmin BbICOKON 3GpGEKTUBHOCTbIO
Ha MHOXecTBe BMAOB pacTeHuin. C MCnosib30BaHMEM 3TO MOAENbHON CUCTEMbI B KOPHAX PAaCcTEHUA OLieHEHbl N3Me-
HeHVA B ypoBHe 3Kcnpeccun 11 reHoB, Kogupytowumx TpaHcnopTtepbl cemenctea SWEET, npu passutum nnbo npu ot-
cyTCTBUM Ccmbrosa M. lupulina c R. irregularis B pa3nuuHble da3bl Pa3BUTMA PacTEHUA-XO3AUHA B YCNIOBUAX CpeHe-
ro YpOBHA AOCTYMHOro ANA NuTaHus pacteHuin docdopa B cybcTpaTe. Y MUKOPU30BAHHBIX PACTEHUIA OOHaPYKeHbI
6onee BbICOKME YPOBHM 3KCMpeccumn B 6onblunHCTBE a3 pa3BuTUA pacTeHus-xo3sauHa gna MISWEET1b, MISWEET3c,
MISWEET12, MISWEET13 no cpaBHeHuto ¢ KOHTposiem 6e3 AM. MNoBbllleHHasA OTHOCUTENIbHO KOHTPONA dKCMpeccus npu
MUKopU3aumm Habnopanacb Takxke n gna MISWEET11 B dpa3y pa3sutus 2-ro n 3-ro nuctbes, ana MISWEET15¢ — B dasy
ctebnesanus, ana MISWEET1a — B da3y 2-ro nucra, ctebneBaHua n 6okoBoro BeteneHns. lren MISWEET1b c yBepeHHo-
CTblO MOXHO CUMTaTb XOPOLIMM MapKepoMm co crneunduyeckorn skcnpeccmein ana sddpekTmsHoro passutna AM-cum-
6uo3a M. lupulina c R. irregularis B ycnoBusx cpefiHero ypoBHs JOCTYMHOrO AN pacTeHuin pocdopa B cybcTpaTte.
KnioueBble cnoBa: apbyckynapHaa mukopusa; Medicago lupulina; Rhizophagus irregularis; SWEET; oueHKa skcnpeccumn
reHOB; reHbl TPaHCMOPTEPOB CaxapoB.

[Ona yutuposaHus: Kptokos A.A., fopbyHosa A.O., Kyapswosa T.P, /iBaHueHko O.b., lunwosa M.®., IOpkos A..
SWEET tpaHcnopTepbl Medicago lupulina B ap6ycKynspHO-MUKOPU3HOW CUCTEME B YCIOBUAX CPERHErO YPOBHA JOCTYI-
Horo ¢ocdopa. Basunosckuli XypHan eeHemuku u cenekyuu. 2023;27(3):189-196. DOI 10.18699/VIGB-23-25

SWEET transporters of Medicago lupulina
in the arbuscular-mycorrhizal system
in the presence of medium level of available phosphorus

AA. Kryukov1 ®, A.O. Gorbunoval, T.R. Kudriashoval’ 2, O.B. Ivanchenko?, M.F. Shishova3, A.P. Yurkov!

T All-Russia Research Institute for Agricultural Microbiology, Pushkin, St. Petersburg, Russia
2 peter the Great St. Petersburg Polytechnic University, St. Petersburg, Russia

3 Saint Petersburg State University, Biological Faculty, St. Petersburg, Russia

® rainniar@rambler.ru

Abstract. Arbuscular mycorrhiza (AM) fungi receive photosynthetic products and sugars from plants in exchange for
contributing to the uptake of minerals, especially phosphorus, from the soil. The identification of genes controlling
AM symbiotic efficiency may have practical application in the creation of highly productive plant-microbe systems.
The aim of our work was to evaluate the expression levels of SWEET sugar transporter genes, the only family in which
sugar transporters specific to AM symbiosis can be detected. We have selected a unique “host plant-AM fungus” model
system with high response to mycorrhization under medium phosphorus level. This includes a plant line which is highly
responsive to inoculation by AM fungi, an ecologically obligate mycotrophic line MIS-1 from black medick (Medicago
lupulina) and the AM fungus Rhizophagus irregularis strain RCAM00320, which has a high efficiency in a number of plant
species. Using the selected model system, differences in the expression levels of 11 genes encoding SWEET transporters

© Kptokos A.A., TopbyHosa A.O., Kyapawosa T.P, BaHueHko O.B., LLinwosa M.®., lOpkos A.l., 2023
KoHTeHT poctyneH nog nuueHsven Creative Commons Attribution 4.0
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A.A. Kryukov, A.O. Gorbunova, T.R. Kudriashova
0.B. Ivanchenko, M.F. Shishova, A.P. Yurkov

SWEET transporters of M. lupulina in the arbuscular-mycorrhizal
system in the presence of medium level of available phosphorus

in the roots of the host plant were evaluated during the development of or in the absence of symbiosis of M. lupulina
with R. irregularis at various stages of the host plant development in the presence of medium level of phosphorus
available for plant nutrition in the substrate. At most stages of host plant development, mycorrhizal plants had higher
expression levels of MISWEET1b, MISWEET3c, MISWEET12 and MISWEET13 compared to AM-less controls. Also, increased
expression relative to control during mycorrhization was observed for MISWEET11 at 2nd and 3rd leaf development
stages, for MISWEET15¢ at stemming (stooling) stage, for MISWEET1a at 2nd leaf development, stemming and lateral
branching stages. The MISWEET1b gene can be confidently considered a good marker with specific expression for ef-
fective development of AM symbiosis between M. lupulina and R. irregularis in the presence of medium level of phos-

phorus available to plants in the substrate.

Key words: arbuscular mycorrhiza; Medicago lupulina; Rhizophagus irregularis; SWEET; gene expression assessment;

sugar transporter genes.

For citation: Kryukov A.A., Gorbunova A.O., Kudriashova T.R., lvanchenko O.B., Shishova M.F,, Yurkov A.P. SWEET
transporters of Medicago lupulina in the arbuscular-mycorrhizal system in the presence of medium level of avail-
able phosphorus. Vavilovskii Zhurnal Genetiki i Selektsii = Vavilov Journal of Genetics and Breeding. 2023;27(3):189-196.

DOI 10.18699/VJGB-23-25

BBepeHune

PactutenpHbIe TPaHCIIOPTEPHI CaXapoB OTHOCATCSA K TPEM
KITIOUeBBIM cemeiicTBaM — Sucrose Transporters SUT (SUC),
Monosaccharide Transporters — MST (Bkitouast mojcemen-
ctBa STP, TMT, PMT, VGT, pGlct/SGB1, ESL, INT) u Sugars
Will Eventually be Exported Transporters — SWEET. SUT
TPaHCIIOPTEPHI YUACTBYIOT B 3arpy3ke (roaMbl caxapo3oi 1
ee TaJIbHeM TPAHCIIOPTE U3 JIUCTHEB B PYTHE YaCTH PACTECHUS,
TJIe caxapa paclIeIUITIOTCS HA MOHOCAaXapuabl M TPAHCIOP-
TUPYIOTCS B KIIETKH yxke MST Genxamu.

HanmeHnee usyueHHnas rpyimna — CEMENCTBO TpaHCIOPTE-
poB SWEET, koTopsle SBISIOTCS YHEPTOHE3aBUCUMBIMA U
JIBYHAITpaBJICHHBIMH TPAHCMEMOPaHHBIMHU TEPEHOCYHKAMHU
Pa3IMYHBIX CaXapoB BO BCEX OpraHax M TKAHAX PacTEHHIl.
B sToM cemeiicTBe TpaHCIOPTEPOB, BIIEPBbIE OMMCAHHOM B
2010 r. L.Q. Chen ¢ komieramu, COIJIaCHO COBPEMCHHBIM
MIPENICTABICHUSIM, MOT'YT OBITh BBISIBIICHBI O€JIKH, CTIeTI (Y-
HBIE JUTA pa3BuTHI AM-cnMOM03a, B TO BpeMsI KaK CpeIH IIPe/-
CTaBHTEJICH JIBYX JIPyTHX CEMENHCTB TPAHCIIOPTEPOB CaXxapoB
cneuuduynbie 1yt AM-cum6ro3a Oenku He Haiinensl (Chen
etal., 2010; Doidy et al., 2019). B HacTosmee BpeMs H3BECT-
HO, uTo TpancnopTepsl SWEET BcTpedaroTcs y BceX sKUBBIX
oprauu3moB (Feng et al., 2015). B 1o sxe Bpemst oTMeuaeTcs,
YTO YHCIIO M30(OPM 3THUX TPAHCHIOPTEPOB OTIMYACTCS IAXKE
y Onu3kux BunoB. Hymepanus HoBbix 6enkoB SWEET u nx
n30pOpM y APYTUX OPraHU3MOB IIPOBOTUTCS COITACHO HMX
optosioruu ¢ 6enkamu y Arabidopsis thaliana.

B pesynbrare paHHUX MCCIIEI0BAHUH TPAHCIIOPTEPOB OKa-
3a510Ch, uTO TeHbl SWEET pacTeHuil, HeCMOTPSl Ha HU3KYIO
TOMOJIOTHIO, TPYIIHUpyoTcs B detbipe kiansl (Chen et al.,
2015). [IpencraBurenu Kax 01 U3 Kia [ HAOONAIOTCS TOYTH
y BCeX Ha3eMHBIX pacTeHuil. CuuTaercs, 4To NpeaCTaBUTENIN
YeThIPEX KJIAJ Pa3[elsitoTCsi He TONBKO (DHMIIOTEHETHYECKH,
HO ¥ (pyHKIMOHAIBHO. TakK, OTMEYaIoT, YTO MPEICTABUTEIIH:
kinan I u II aTux 6enkoB TPaHCHOPTHPYIOT TEKCO3BI, Kia-
nbl 1II — B OCHOBHOM y4YacTBYIOT B TPAaHCIIOPTE CaXapo3bl,
n xiaasl [V — mpenMyIiecTBeHHO BKITIOYEHBI B IPOIECCHI
tpancnopta Gppykrossl (Chen et al., 2012; Feng et al., 2015).

Benxu SWEET y4acTByroT BO MHOMKECTBE TIporieccoB. Kpo-
Me TpaHCIIOpTa caxapos, MO-BUANMOMY, OHH MOTYT ydacT-
BOBATh B TPAHCIIOPTE M IPYTUX BEIIECTB, HAIIPUMEp rudoe-
PEILTHHOB, YTO OBLIO MOKa3aHo A apadbugorncuca (Kanno et
al., 2016). B mureparype nuMeeTcst MHOTO JJAHHBIX O (DYHKIIUSIX
6enkoB SWEET y passbIx BUI0OB pacTeHuil. Hampumep,
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tpancmoprep MtSWEET b, Bo3MoxHO, cHabXaeT TITIOKO-
3011 TpuOsl AM (An et al., 2019), LjSWEET3 onocpenyer
TpaHcnopT caxapo3sbl (Sugiyama et al., 2017) k kiryOeHbkam
Lotus japonicus. BepositHo, Tpancnioprepsl SWEET kmazast
YYacTBYIOT B CHAaOXXCHUH caxapaMH CHMOWOTHYECKHX CH-
creM (Doidy et al., 2019). ITatorensl pu3ocdepsl MOTYT Bbl-
3BIBaTh MOBBIIIIEHHBIH cuHTE3 OenkoB kimaasl 11, aTo mpuBo-
JIIT K JOMOJHUTEIEHOMY TPAHCIIOPTY Caxapo3bl B KOPHHU U
CHOCOOCTBYET MUTAHUIO PU30CHEPHBIX MUKPOOPraHU3MOB
(Doidy et al., 2019). B pa6ote (Chen et al., 2010) mokazaso,
YTO MaToreHHele OakTepuu, Harpumep, poxa Xanthomonas,
MOT'YT IIOTagaTh B TKaHU PaCTCHHUA-X035IMHA U UHIYIUPOBATh
skcipeccrio TeHoB SWEET, KOMUPYIOMHUX TPAHCIIOPTEPHI
n3 xiaael 111 (B mepsyto ouepens, SWEETII v SWEETI4),
Ut TIojTydeHus: caxapos. [logoOHo cumOunornueckum AM-
rprubaM, TaToreHHbIe TPUOBI TAK)KE CITOCOOHBI HHAYIIHPOBATh
9KCTIPECCHUIO I'€HOB JJIsI OIYUCHHUS CaXxapoB.

J. Manck-Gotzenberger 1 N. Requena (2016) ormeuaror,
YTO FeHbl MHOTHX TPAHCHIOPTEPOB UMEIOT 3HAUUTEIBHBIN YPO-
BEHB dKcIpeccn B AM-cuMOn03e, HO ITPpH 3TOM HE SIBIISIFOTCS
cnenuduyeckumu i Hero. B padote (Kafle et al., 2019)
TIPOJIEMOHCTPUPOBAHO, uTO opTonoru SWEETI, MtSWEETI.2
u PSSWEETI.2, MOTYT SKCIIPECCUPOBAThCS KaK B MUKOPU30-
BaHHBIX KOPHSX, TaK M B KOPHEBBIX KiyOeHbKax. [ToaTomy
optosioru TpancnoprepoB kiaan I (MtSWEET1-MtSWEET3)
n I (MtSWEET9-MtSWEET15) B nepyro ouepens pac-
CMAaTpUBAIOTCA KaK aKTUBHBIC YYaCTHUKH CI/IM6I/IOTI/I'-leCKl/IX
oTHOIIEeHNH «pacteHne—Tpud AM» (Kprokos u ap., 2021).

Poxb TpancnoprepoB SWEET B cranoBiiennn cumOnoTn-
YECKUX OTHOIICHHUH eIlle He MCCiIeJ0BaHa Ha BRICOKOA(dek-
THUBHBIX PaCTUTEIFHO-MUKPOOHBIX cucteMax (PMC) rienena-
npaBiieHHO. Llenbro HacTosmIel paboThl OBUIO OLIEHUTH KC-
npeccuto reHoB SWEET B monensHoM PMC npu Muxopu3aruu
M OTCYTCTBHU €€ Ha Pa3HbIX 3Talax Pa3BUTHS PACTEHMUS.

MaTtepwuanbl n metogbl

PacTutenbHblii U rpulHOii MaTepuaJ. JlonepHa xmeme-
BupHas (Medicago lupulina L. subsp. vulgaris Koch) — mm-
POKO pacrnpocTpaHeHHbIi BUJ poaa Medicago, camoorblisie-
MBI aumuiona. B HacTosIeM McCIen0BaHNH HCTIONIb30BaHA
CEJICKTHPOBAaHHAsl AaBTOPAMU CHIIBHO OT3BIBYMBAsi HA MUKO-
puzanuto simHus M1S-1 u3 copronomyssiuu BUK32 nrouep-
HbI XMeneBuaHou (Yurkov et al., 2015). Pacrenus stoii m-
HHUH TPOSIBIISIIOT NMPHU3HAKK KApJIMKOBOCTH 0€3 MHOKYIISIINHU
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AM-rprboM 1 Ipy HU3KOM ypOBHE JlocTynHoro docdopa B
mouse (Px) (Yurkov et al., 2015, 2020). /111 HHOKYIIAIINAH UC-
nonb3oBany dddextuBubii mramm RCAMO00320 AM-rpu-
0a Rhizophagus irregularis (panee u3BectHoro kak Glomus
intraradices Shenck & Smith; mram CIAMS 13 KoJIeKIun
BHMWU cenbckoxo3siCTBEHHOM MUKPOOHOIOTHH). Y TOYHEH-
Hast uaeHTuuKanus mramma nposeneHa A.A. KprokoBbiM
n A.Il. FOpxoseiM (Kprokxos, FOpkos, 2018). ITockomsky
AM-rpHOBI SIBISIFOTCS] OOJUTaTHBIME CHMOMOHTAMH, ITaMM
MO/ICPXKUBACTCSI HA HAKOIUTEIBHOMN KYJIBTYpE IJIEKTPaHTyca
(Plectranthus sp., BuoBas WACHTU(UKAINS PACTEHHUS B Ha-
CTOsIIIIee BpeMsl YTOUHSETCSl aBTOpaMM) TIPH CTaHAAPTHBIX
YCIIOBUSIX B J1a00OPAaTOPHH IKOJIOTHH CUMOMOTHYECKUX U ac-
conmaTtuBHBIX MHKpoopranuzMoB BHUMCXM (FOpxoB n
Ip., 2010).

Bererauuonnsbiii meroa. IIporoxon merona onucaH B
pabote A.Il. FOpkosa ¢ xomreramu (Yurkov et al., 2015).
OnrtumasnbHbIe YCIOBHS IS pa3BUTHs AM npenoTspamani
CIIOHTaHHOE 3apa)KeHHE KIYyOCHbKOBBIMU OaKTEPHUSIMH M
JpYTMMHU MUKpoopranu3sMamMu. CMech MOUBBI U ITIECKA B COOT-
HoleHuu 2:1 aBakpl aBprokiaBupoBanu npu 134 °C, 2 atm
B TeueHue | yaca C MOBTOPHBIM aBTOKJIABUPOBAHHEM Yepe3
JIBOE CYTOK; TOKCHYHOCTPH IOCIIE TaKOW 0OpabOTKH HE BO3-
HUKaja. PacTeHns BhICR)XKMBAIH 110 /IBA IPOPOCTKA Ha OJIMH
COCY/I, HaNIOJHEHHBIN MMOYBEHHO-MecUyaHoi cmechio (210 r).
ArpoxuMHuUecKas XapaKTepHUCTHKA TOYBBI MPEICTABICHA B
pabote (Yurkov et al., 2015). Conepxanue P,O; (1m0 Kup-
CaHOBY) B MOYBE COCTABJUIO 23 MI/KI MOYBBI, A0 HOCTa-
HOBKH ombITa 0610 mo6aBneHo 0.5 mo3sr hocdopa B dop-
me CaH,PO,*2H,O (86 MI/Kr 1mOYBEI) COIIACHO MPONHUCH
J.H. Ipsiaumaukosa (Kineukosckwuit, [TerepOyprekuit, 1967).
Koneunoe coneprxanne hocdopa B MOYBEHHO-TIECIAHON CMe-
cu coctaBuio 109 MI/Kr 1 COOTBETCTBOBAJIO CPEHEMY YPOB-
Hi0 P11, T. . 00ecIieueHHOCTH ITOYBBI O/IBIYKHBIME (hocaTamu
0 cofiep kaHuIo B BRITSDKKe Knpcanosa, cormmacHo (CoxomoB,
1975); pHy ¢, — 6.44. IlepBblii y4eT pacTeHHI IPOBOAMIN HA
21-e CyTKM OT MOCQJKU U WHOKYJSIUU C MOCIEAYIOUUMU
y4eTaMH B KIIFOUEBbIE CTaINM OHTOTeHEe3a JronepHbl. O0miee
konnuecTBo y4etoB — 7 (Ipunoxenue 1),

[Ipoananm3upoBaHbl pacTeHUs,, THOKYJIMPOBAHHBIC U He-
WHOKYJIUPOBAaHHbIE KOPHSAMH IIJIEKTPAaHTyCca, MUKOPU30BaH-
ueiMu mrammamu RCAMO0320 R. irregularis. Tlpn cbope
Marepuasn 3aMOPaKMBaJIM B JKUIAKOM a30T€ M XPaHHIH JI0
6 mec. mpu —80 °C.

Boiesienne PHK u onenka sxcnpecciu reHoB HHTepeca.
[TonOop reHoB MHTEpeca MPOBE/ICH HAa OCHOBE PE3yJIbTaToB
aHanmusa TpaHckpurnroma M. truncatula (MtSWEETIa =
Medtr1g029380, MtSWEETIb = Medtr3g089125,
MtSWEET2a = Medtr8g042490, MtSWEET2b =
Medtr2g073190, MtSWEET2c = Medtr6g034600,
MtSWEET3a = Medtr3g090940, MtSWEET3b =
Medtr3g090950, MtSWEET3c¢ = Medtr1g028460,
MtSWEET4 = Medtr4gl06990, MtSWEET5a =
Medtr6g007610, MtSWEET5b = Medtr6g007637,
MtSWEET5¢ = Medtr6g007623, MtSWEETS5d =
Medtr6g007633, MtSWEET6 = Medtr3g080990,
MtSWEET7 = Medtr8g099730, MtSWEETY9a =
Medtr5g092600, MtSWEET9b = Medtr7g007490,

1 Mpunoxexuna 11 2 cm. no agpecy:
https://vavilovj-icg.ru/download/pict-2023-27/appx7.pdf
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SWEET tpaHcnoptepbl M. lupulina B apbycKynapHO-MUKOPU3HOW
cucTeme B YCIOBUAX CPefjHero ypoBHA JoCTynHoro pocdopa

MtSWEETI] = Medtr3g098930, MtSWEETI2 =
Medtr8g096320, MtSWEETI3 = Medtr3g098910,
MtSWEETI4 = Medtr8g096310, MtSWEETI5a =
Medtr2g007890, MtSWEET15b = Medtr5g067530,
MtSWEETI5c¢ = Medtr7g405730, MtSWEET15d =
Medtr7g405710, MtSWEET16 = Medtr2g436310; HOMepa
rocienoBarTenbHoCTel — 13 0a3bl JaHHbIX https:/phytozome.
jgi.doe.gov/pz/portal.html) ¢ mocnenyromum mogdopom 1mo-
CJIeI0BaTeIbHOCTEH IpaiiMepoB K TeéHaM MHTepeca.

Jns xaxaoro reHa TeCTUpPOBAIW TPU Haphl IMpailMepos.
Ha ocnoBanun snexTpodopesa 1 KPUBBIX IUIABICHNS OLIEHH-
BaJIM OTCYTCTBHE BTOPOT'O MPOAyKTa. DPPEKTUBHOCTD Mpaii-
MepoB paccuuTbiBaiu ¢ nomoiisto [TIP-PB (komnuecTBen-
HOW TIOJIMMEPa3HOH EMHON peakni B pealbHOM BPEMEHH)
cepuiiHbIX pasBenennit Marpunsl k/JHK. B paGory Obutn
MPUHSTHI TIpaiiMepsl ¢ 3G HEeKTHBHOCTBIO, PaBHOM MK OIIu3-
koit k 100 %. TecT npaiiMepoB MPOBOIMIIH [UIsl HECKOIBKHUX
cpoxkoB yuera ([Ipumoxenue 2).

B 2022 r. cooTBeTCTBHE M KaueCTBO MpaniMepoB ObLIU
MIPOBEPEHBI C MCHOIB30BAHNEM TPAHCKPUIITOMHBIX JTaHHBIX
MIS-1 M. lupulina (MACE-cexBenuposanue). ToranbHas
PHK wu3 pactutensHOro mMarepuana BbIIeNEHA ¢ MpUMEHe-
HHEM TPHU30JILHOTO MeToma ¢ mMomudukanusmu (MacRae,
2007). KagectBo o6padorkn J{HKa3oii nmposepsiu B [TL[P Ha
PHK ¢ pedepeHCHbIM reHOM — aKTHHOM — HETTOCPEICTBEHHO
nepexn cuatezoM kJIHK. Cunres x/IHK ocymecTsnen ¢ uc-
TMOJIB30BaHNEM Habopa peakTnBoB Maxima First Strand cDNA
Synthesis Kit with dsDNase B cOOTBETCTBHH € IPOTOKOIOM
npomsBoauTens Habopa (Thermo Scientific, CIIIA). [{is cun-
te3a kK IHK orobpano mo ~1 mxr ToransHoi PHK. KauecTBo
k/IHK npoBepeHo ¢ momoIpo yOUKBUTHHOBOTO TECTA.

V3mMeHeHns SKCIIPECCHH TEHOB OLICHEHBI C IPUMEHEHHEM
merona I[TIP-PB ¢ ncnons3oBanueM TepMOLUKIEPA PEATBHO-
ro Bpemenu BioRad CFX-96 (Bio-Rad, CIIIA) u Habopa pea-
renToB 1y nposenenus [1L[P-PB B npucyrcTBum kpacurens
SYBR Green I. ITapameTpbl IUKIIOB aMIITH(UKAIAN CIIETYIO-
mue: 95 °C, 5 mun, 1 nuxi; 95 °C, 15 ¢, 60 °C, 30 ¢, 72 °C,
30 c, 40 muxitoB. OTeHKY cre(pUIHOCTH aMIUTH(UKAITHN
MIPOBO/IMJIH C MCTIOIb30BAHUEM aHAIIN3a KPHUBBIX TUIABIICHUSI.
V3meHeHHs ypOBHS KCIIPECCUH TeHa MHTEpeca B OIBITE
CpPaBHUBAJIM C YPOBHEM 3KCIIPECCHUH JAHHOTO TeHa B KOHTPOIIE,
aHaJU3 BBIMOIHEH ¢ npuMenenueM 2-24CT vetona. VposHu
TeHHOM AKCIIPECCHH HOPMAaJIHM30BaHbl C MOMOIIBIO BHIOpAH-
HOTO pedepeHCHOTo Ir'eHa — akTruHa, coracHo (Yurkov et al.,
2020). ITLIP-muxce (10 mxi) coneprkain: 1 Mk 10x 6ydepa B +
SYBR Green, 1 mxn 2.5 MM dNTP, 1 mxn MgCl, (25 MM),
0.3 MK KaXkaoro u3 mapsl npaiimepos (10 MM mrs kaxmoro
npaiimepa), 0.125 Mk (0.625 exn.) SynTaq JJHK-nonmumepassr
(Tpou3BOANTENE KOMIIOHEHTOB Mukca — «CunTom», Poccus),
4.275 mxn ddH, O, 2 mxn k/IHK obpasua. [Iposesiena ouenka
OTHOCHTEJIBHBIX 3HAYEHNH YpPOBHSI 3KCIIPECCHU T'€HOB IO
kJIHK ans xaxmoro obpasua (onbiT — ¢ AM, KOHTpOJb —
6e3 AM). bronormyeckast HOBTOPHOCTB paBHa 3, TEXHHYECKast
MOBTOPHOCTH — 4 U3MEPEHUSL.

Ounenka napamMeTpoB cuMOuoOTHYeCKOi 3¢ PheKTHBHO-
CTH ¥ AKTHBHOCTH. /{11 okpammBaHus 00pa3oB KOpHEH
TPHUITAHOBBIM CHHUM Hcronb30BaH Meton J.M. Phillips u
D.S. Hayman (1970). [Tapamerps! aktuBHOCTH AM-TpHba B
KOPHE, WH/IEKCHI MUKOPH3allNU PAaCCUUTAHBI COTJIACHO Pabo-
Te (BopoOweB u 11p., 2016): a n b — obunme apOycky: u Be-
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3UKYJI B MUKOPU3UPOBAHHBIX YACTAX KOPHE COOTBETCTBEHHO,
M —MHTEHCUBHOCTB Pa3BUTHI AM B KOpHE, — UIMEIOT CIIEYIO-
M€ pacuyeTHbIC (POPMYIIBL:

M= (95n5+70n4+?\§)n3+5n2+lnl)%, )

IJI€ 115 — YKMCIIO NOJIeH 3peHHs C KJIaCCOM IIOTHOCTH MUKOPH-
3pl-M=5;n,—cM=4;n,—cM=3ur.n.; M ouenupaercs
ot 1 no 5 6aiios: 1 6amt: 0—1 % MUKOPH3BI B KOPHE B TIOJIE
3peHnst MUKpockona, 2 6amra: 2—10 %, 3 6amwra: 11-50 %,
4 6amna: 51-90 %, 5 6amnos: 91-100 %.

. (100mA,+S0md, + 10mA )

V)
100 B @
e mA;=
_ (95ngmd;+70n,mA +30nymA;+SnymA,+ 1n1mA,~)F% 3)
M(N-n,) ’

e n;mA;— aucno nonei spenns ¢ M= i; A = j; F— Bctpeyae-
MOCTH MUKOPH3HOH MH(EKINH (0I5 TosIei 3peHust c AM 1o
OTHOIICHHIO K 00ILIEMY YHCITY TIOJIel 3pEHHST B OJTHOM 00pasiie
KOpHeii); N — o011iiee 4nciIo MPOCMOTPEHHBIX TOJICH 3PSHUS;
1, — 9UCIIO TONeH 3penus 6e3 AM; n, — YMCIIO TIOJIEH 3peHus
C KIIaCCOM IJIOTHOCTU MUKOPH3BI OT 1 110 5; A, — KIace IIoT-
HocTH apOyckyn oT 1 jo 3.

_ (100mB;+50mB,+10mB))
100 @

TIe nl.mBj — gucIo moiel 3perns ¢ M =i u B (kiacc mioT-
HOCTH BE3UKYI) = j paCCUMUTHIBAIOTCSI aHAJIOTUYHO PACUeTy
st apbyckys (3); B, — kimace miotHocTH apOyckyin ot 1 710 3.

Cumobnornyeckas spdextuBHOCTE AM OIlEHEHA Kak pas-
HUIIA MTOKA3aTelsl MIPOYKTHBHOCTH (CHIPOM BEC HAaJ3€MHBIX
yacTei) MeXIy BapHaHTOM ¢ HHOKYyJsueit AM («+AM»)
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SWEET transporters of M. lupulina in the arbuscular-mycorrhizal
system in the presence of medium level of available phosphorus

KoHTposieM 0e3 AM («0e3My), pasiesieHHasl Ha 3HAYCHUE B
BapuanTe «6e3M», — cranmaptHbIii pacdeTr MGR (mycorrhizal
growth response) (Kaur et al., 2022). bruonorudeckast moBTop-
HOCTb ITPHU OLICHKE MapameTpoB 3PPEKTUBHOCTH U aKTHBHO-
¢t AM B Ka)KIOM BapHaHTe — 8 pacTeHHI.

CrarucTuyeckuii anaaus. /{18 cpaBHEHUs pa3nuunii
BCEX IOKa3aTeneil B kauecTBe post-hoc TecTa HCHoIb30BaIH
ANOVA u HSD-tect Trioku (p < 0.05); Takke MpuIMEHSIIH
t-xputepuii CroionenTa (p < 0.05) u1s OLEHKH 3HAYUMOCTH
pa3IMuMil CpeJHUX 3HAUYCHUH YPOBHS 3KCIPECCUU I'E€HOB
MeXIy BapuaHTaMu «+AM» u «6e3M».

Pesynbratbl
PesynbTarh! orieHKH cMMOHOTHYECKO 2(pPeKTHBHOCTH U TTa-
paMeTpoB MUKOPHALINH MOKA3aJI1, YTO N3yIaeMyI0 CHMONO-
THYECKYIO TecT-cuctemy Medicago lupulina + Rhizophagus
irregularis cemyeT cunTaTh BEICOKOI((EKTHBHOMH (C BBICO-
kM MGR) 1 cumMOnoTHYECKH aKTHBHOH — C BEICOKOW MUKO-
pu3aluell KopHel MuLeareM, apOyCKyJlaMH 1 BE3UKYJIaMu —
B YCIIOBHSIX CPEIHEr0 YpPOBHS JOCTYIHOTO JUIS PacTEHUH
(ocdopa B cybdeTpare.

Amnanu3 qaHHbIX 10 Mukopusanuu M. lupulina AM-rpudom
R. irregularis mokazay, 4TO WHTEHCHBHOCTb MHKOPH3AINU
M, puc. 1, 6), xak u obdunue Bezukyn (b, cMm. puc. 1, 2)
MMEJH CYNIeCTBEHHOE CHIKEHHE B (ha3y Havaia OOKOBOTO
BETBIICHU (48 CyT) IIpH COXpaHEHWH BBICOKHX TTapaMeTpOB
oOwmust apOyckyi (a, cM. puc. 1, ) — OCHOBHBIX CUMOHOTH-
YECKUX CTPYKTYp AM u CUMOHMOTHYECKOM 3PPEKTUBHOCTH
(MGR), paccantTanHO¥ 1O CEIPOMY BECy Ha/I36MHBIX YacTeil
(cwm. puc. 1, a).

[TonmyuenHsle naHHbBIE M0 MUKpPOCKOMMU U oneHke MGR
CBHUJICTENBCTBYIOT B MOJIb3y TOTO, YTO aHAIU3HPyeMasi BbI-
cokoa(dekruBHas n aktuHast PMC, obnanaromasi paHHUM

r Ib P b b
L ab
a
I3 I
21 25 32 48 56 64 75 Cyt
r d
bed I
bed
L I .
bc
b I
L Ia

21 25 32 48 56 64 75 Qyt

Puc. 1. CumburoTtnyeckas apdekTrBHOCTb AM, paccumTaHHas Mo CbipoMy BeCy Hafi3eMHbIX YacTel (a); MIHTEHCMBHOCTb MUKOpPU3a-
uun (M, 6); obunre apbyckyn (8) u obunue Besnkyn (), obpasyembix R. irregularis B KopHax M. lupulina.

MpepcTaBneHbl cpefHye 3HaueHNA C ownbKkom cpeaHero; HY — Hafi3eMHble YacTu; CyT — CyTKM OT NocaaKkm 1 nHokynauuu. byksamu a, b, ¢, d
OTMeUeHbl 3HauYeHVA, MeloLLve JoCcToBepHble (p < 0.05) pa3nuumna. [locToBepHO He OTAnYaloLLMeca Apyr OT Apyra 3HaueHnA 0603HaueHbl

ofiIMHaKOBbIMU ByKBaMU 1y coyeTaHnem 6ykB (ab, bed, be).

192

BaBunoBckuii )KypHan reHeTuku u cenekuunm / Vavilov Journal of Genetics and Breeding - 2023 - 27 - 3



A.A. Kptokos, A.O. lopbyHoBa, T.P. Kyapsawosa
O.b. MBaHueHko, M.O. LLinwosa, A.M. lOpkoB

Y TPOJIOHTMPOBAHHBIM OTKIIMKOM, MOXKET HCIIOJIb30BATHCS
B KaueCTBE TCHETHYECKONH MOAETH Ul MOWCKA M aHaIHM3a
TEHOB-MapKepoB pa3BuTHs ddekTruBHOro AM-cMO103a ¢
panHero srana ((pasbl pa3BUTHS 2-I'0 HACTOSIIETO JICTA) 10
no3Hel a3pl Havyasa MI0OHOMIEHHS B YCIOBHSAX CPETHETO
yposHs Prt B cyOerpare. C 3ToM 11enblo IPOBEIEHO U3MeEpe-
Hue skcnpeccuu 11 renos cemeiictea SWEET. OuenuBanu
OTHOCHTENbHBIN YPOBEHBb TPAHCKPHIITOB (HOPMAJIN30BaHHOE
snayenne 2-24CY g xopusx M. lupulina ¢ vopmanuzanueii
KOHTpoJTto 6e3 AM (puc. 2).

Cremyer OTMETUTD, UTO Y YaCTH F'EHOB HE OBLIO BBIPAKECH-
HOHM pa3HUIBI B BAPHAHTAX C MUKOpU30i n 6e3 Hee. TeM He
MeHee pe3yJIbTaThl [I0Ka3aly HaJIMYHe TeHOB, KOTOPbIE UMEITH
JIOCTOBEPHO OoJjiee BBICOKYIO dKCTpeccHio pu AM B 60JIb-
MUHCTBE (a3 pa3BUTUS pacTeHus-xo3suHa: MISWEET3c,
MISWEETI1b, MISWEET12, MISWEETI 3. T1oBblilieHHas OT-
HOCHTEITBHO KOHTPOJIS SKCIIPECCHSI TPU MUKOPH3AIMN HAOMIO-
nanach u uist MISWEET] 1 na 1-# u 2-i cpokn aHanm3a (B azy
pasBuTHs 2-10 1 3-ro nucta), 1ist MISWEET 5¢ —na 3-it cpok
B a3y crebieBaHus. 3HAUNTETHHO 00JIee BBICOKOM dKCIIpec-
cuel mpu MUKopu3atuu oonatany reus: MISWEET]a—mna 1,
3 u 5-i cpoku (B a3y 2-ro nucta, cTebiieBaHus U OOKOBOTO
BETBJICHHUS COOTBETCTBEHHO) U MISWEET b —Ha Bce 7 CpOKOB
yueTa, IpHdYeM ero dKcrpeccus Ha 1, 2 u 7-# cpoku (B azy
2-ro 1 3-ro yucra u (aszy Hayana IUIOJOHOIICHHS COOTBET-
CTBEHHO) ObLTa MUKOPH30CTICIIH(PUIECKON.

O6cyxpeHue

CornacHo TOMyYEeHHBIM pe3yibTaTaM, B KOPHIX MHKOPH30-
BaHHBIX pacTeHuit M. lupulina, B cpaBHEHNU C paCTCHUSIMH
6e3 AM, HaOroanack 00J1ee BEICOKAs SKCIIPECCHUs TCHOB Ce-
meiictBa SWEET (cm. puc. 2): B ¢a3y 2-ro mmcra (21-e cyT) —
y IIecTH reHoB; B (azy Havana crebneBanus (25-e cyT) —
y Tpex reHoB; B (a3y crebneBanus (32-e cyT) — y LIeCTH
TeHOB; B (pasy Hagasa OOKOBOTO BeTBICHHUS (48-¢€ cyT) —y Tpex
TeHOB; B (ha3y OOKOBOTO BETBJICHUS (56-€ CyT) —y IBYX I'€HOB;
B (ha3y Hauasa 1BeTeHus (64-¢ CyT) — y TpEeX TeHOB; B (ha3y Ha-
yasa riofoHomeHus (75-¢ cyT) — y Tpex reHoB. CHIKEHHOU
JKCHpeccUel B KOPHAX pacTeHuil ¢ AM xapakTepH30BaIuCh
(cm. puc. 2): Ha 21-e CyTKU — OJTUH T'€H; Ha 25-€ CyTKH — IISITh
TEHOB; Ha 32-¢ CyTKH — OZIMH T'€H; Ha 4-€ CYyTKH — YeThIpe TeHa;
Ha 56-€ CyTKH — BOCEMb ['€HOB; Ha 64-€ CyTKHU — UeThIPE F'eHa;
Ha 75-€ CyTKHU — JBa IeHa.

Hcxonst n3 3TOr0, MOXKHO MPEANONOKUTH, 4TO B (hasy
crebneBanus (32-e cyT) CTaHOBJIEHHE M nojanepkanne AM
TpeOOBaJI0 YCHIICHHOTO TPAHCIIOPTa CaxapoB, YTO IPHBEJIO
K TIOBBIIIICHHOM KCIIpeccun HaubombIero yncia (6) reHoB
cemeiictea SWEET B AM u k CHHXKEHHOM JKCIpecCUu
(b 1 reHa) npu MUKOpU3anuy, a ¢asza Hauana GOKOBOTO
BeTBIIeHNA (48-€ CyT) XapaKTepH30BaIack, HA0OOPOT, pPE3KUM
CHIDKEHHEM IKCIIPEeCcCHH — HaOJtojanach MoBbINICHHAs IKC-
npeccus ToJIbKo y 3 TeHoB npu AM, a KOJMYECTBO FeHOB C
MOHMKEHHON 3KcTpeccueit Bo3pocio m0 4. daza pa3Butus
0GOKOBOTO BeTBIIEHHsI CTEONS (56-€ CyT) CONMPOBOXKTAIach eIe
Oounee craboii skcrpeccueii reHoB. CiieyeT OTMETUTD, YTO
HaOromaeMasi B3aMMOCBS3b ¢ (pa30i pa3BUTHS PACTCHHUSI-XO-
3sMHA UMEJa MeCTO U B Hammx uccnenoBanusx (Yurkov et al.,
2021), B KOTOPBIX OBLIO IIOKAa3aHO, YTO POJIb (a3bl Pa3BUTHS
B (hopMHpOBaHUH MeTaboIoMa PacTEHUS BBIIIE, YEM BIIHSI-
HHE COOCTBEHHO MHOKYISAIMH P dekTuBHBIM TpOoM AM B
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YCIIOBUSIX HU3KOTO Pr1 B cyOcTpare. DTo 00BSICHSET IPUUUHY
TOTO, YTO AHAJIN3 HKCIIPECCHN T€HOB OBUI ITPOBEIEH C YIETOM
CPOKOB Tepexo/ia paCTeHUH B HOBYIO (ha3y pa3BUTHSI.

B Hacrosiiem nccie0BaHu| BBISIBICHO, 4TO CUMOMOTHYE-
ckas mapa «maust MIS-1 M. lupulina + mramm RCAMO00320
R. irregularis» coxpaHsieT BEICOKYIO 3()(heKTUBHOCTb B YCIIO-
BUSX CpeJHEro ypoBHs P (cm. puc. 1, @), X0TsS U MeHbIIYIO,
yeMm B ycroBusx Hu3koro Pm (Yurkov et al., 2020, 2021).
Hannas monensHass PMC Takke coxpaHsieT BbICOKHE Ia-
pamMeTpbl MUKOPH3allM{ Ha MPOTSHKEHUU BCEro pPa3BUTHS
oT ¢a3bl pa3BUTHA 2-TO JIMCTA O MO3THEH (as3pl Hadaja
TUTOJIOHOMICHHSI, UCKITIOUasi CHIDKCHHE TapaMeTpOB WHTCH-
cuBHOCTH Mukopu3anuu (M) u odwnus Be3ukyi (b) B dasy
Hayayia 00KOBOTO BeTBIIEHUS (CM. puc. 1, 6, 2) Ha 48-¢ cyT oT
MOMeHTa rocajku. [IpumedarenbHo, 4TO TOIBKO B 3Ty (azy
Habmonanack Oosiee HU3Kask OTHOCUTEINIbHASI SKCIIPECCHS
y 8 n3 11 n3y4eHHBIX TeHOB B KOPHSX pacTeHuii c AM B cpaB-
HEHHH C TpensInymM cpokom: MISWEETa, MISWEETIb,
MISWEET3c, MISWEETI11, MISWEETI12, MISWEETI3,
MISWEETI5c, MISWEETI6 (cwm. puc. 2).

HccnenoBanns Ha HU3KOM ypoBHE Pr B cyOcerpare Takke
MOKa3aJIy CyLeCTBEHHbIE M3MEeHEeHNs B (ha3y Hayas1a GOKOBOTO
BETBJICHNS, HO HHOTO XapaKTepa: K ’TOMY CPOKY HaOJII0IaIoCh
pazButie AM-cuMmOmo3a ¢ HanoombIeH 3PPEKTUBHOCTHIO U
CYIIECTBEHHBIMH MeTa0OIMUeCKUMHU Tepectpoiikamu (Yur-
kov et al., 2021).

B ycnoBusix cpennero Pr B cyOcTpare cpenn nccienoBan-
HbIx reHoB cemerictBa SWEET, kak npaBwuio, 6osiee BHICOKOH
9KCTIpecCHel MPU MUKOPU3AIMU XapaKTePU30BAINCH JIUIIb
reusl MISWEET1b, MISWEET3c, MISWEETI2, MISWEETI3
(cm. puc. 2).

CBezieHUs 0 JIOKATU3AIUH B (QYHKIINH OSJTKOB CEMEHCTBa
SWEET B nuteparype noka HeI0CTaTOYHbI U IPOTUBOPEUHUBHI,
HO MOXKHO IPEAIOoJaraTh, 4YT0 HEKOTOpble OyayT MIEHTHY-
HBIMH JIJIS1 TOMOJIOTOB MEXJly Pa3HBIMH BHIAMHU PAcTCHHUI.
Tak, usBectHo, uto VISWEET! y Vernicia fordii oOnapy-
skeH B ucThsax (Cao et al., 2019), SISWEET1a — y Solanum
lycopersicum — B MononsIx MUCTBIX u IBeTkax (Ho et al.,
2019), TaSSWEET1b1-1B — y Triticum aestivum B ctebine,
StSWEET1h u StSWEET1i — B jucThsX, cTEOISIX, KOPHE,
BrSWEET1b — y Brassica rapa B xopae (Li et al., 2018);
MISWEETI1b — y M. truncatula B cemenax u KiyOeHbKax
(Hu et al., 2019). Caenyet 3aMeTHTb, YTO SKCIPECCHUS T'eHA
SWEETIb ¢ukcupyeTcss B HCCIEIOBAaHUSIX B OCHOBHOM B
HaJI3EMHBIX YacTsIX, TOT/A KaK B HAIlIeM HCCIICIOBAHUU €ro
creuuguyHoCcTh B AM IM0Ka3aHa B KOPHSIX B YCJIOBHSIX pOCTa
TIpu cpefHeM ypoBHe pocdopa B cyOcTpare.

Iponyxrel opronora rena MISWEET3¢ nOKamn30BaHBI
B IIBETKaX, YepelIkax JUCTheB, 000ax, cTeOsIX, CeMeHaX,
KOPHSIX M KIyOeHbKax y M. truncatula n IEpeHOCAT TIIFOKO-
3y (Hu et al., 2019), no, nHanipumep, y Lotus japonicus oHA
MEPEHOCST caxapo3y, HO HE IIIFOKO3Y, 110 MHBIM CBEACHHSIM, —
2-ne3okcurmoko3y (Sugiyama et al., 2017). Taxum o6pazom,
HE TOJIBKO JIOKaJIM3alns, HO U (yHKINHU OENKOB ceMeiicTBa
SWEET noxa sBAsSIOTCS MPEIMETOM AUCKYCCHI.

[IpomyxTs! oprosnoros reaoB MISWEETI2 v MISWEETI3
MepeHocsT caxaposy y S. lycopersicum n Manihot esculenta
(Cohn et al., 2014; Zhao et al., 2018). Y M. truncatula
MtSWEET 13 oOHapyXeH B I[BETKaX, JUCTHIX, YepEIIKax
JUCTHEB, cTeOsIx U ceMeHax, MtSWEET12 — Bo Bcex opra-
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SWEET transporters of M. lupulina in the arbuscular-mycorrhizal
system in the presence of medium level of available phosphorus

MISWEET7 3 3 3 3 3 3 3
2 2 2 2 2 2 2+
1 1 T 1 1 1 . . 1 1
0 0 0 0 0 0 0
MISWEETTT 4 4 4 4 4 4 4
3 3t x 3 3 3t 3 3
2t = 2t 2 2 2t 2 2
N -
0 0 0 0 0 0 0
MISWEET15¢ 4 4 5 T 4 4 4 4
3 3 4 3 3t 3 3
3
2 2 2| 2 2
2 2
1+ % 1+ x 11 1-- % 1-- ™ 1+ . 1-- .
0 _-_ 0 _-_ 0 _-_ 0 0 0 _-__ 0 =
MISWEET16 3 3 3 3 3 3 3
2t 2 2 2t 2t 2t 2+
1 - T 1 " 1 - 1t - 1 - * 1 - _* 1 - -
0 0 0 0 -— 0 0 0
4 4 4
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L 3 3 I 3 3t
M 2 4 2 4 2 2t
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2t 2 2 2t 2t 2t 2+
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1+ 1 % 1 - 1+ - 1+ N 1+ % 1 =
0 -— 0 0 0 -— 0 -.—_ 0 -— 0 -—
MISWEET3c 4 4 4 4 4 4 4
*
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0 0 0 0 -.— 0 -— 0 0
MISWEET1b 4 4 25 S 25 125 J_* 25 I* 4
3 3 20t T 20t . 100 20t 3l
15¢ 15¢ 75+ 15f
2 2 - 2t
*X% *X% 10f 10f 50¢ 10r *X%
1 1 5t 5t 25 5 Tr
0 0 0 lest= 0le=m 0 Olem= 0
MISWEET12 4 - 4 4 4 4 4 4 F
3t 3 3t 3t 3t 3t . 3t
2t 2 2} % 2} N 2t 2} = 2t
% I - %
1 - 1 - _ 1 1+ 1+ - 1+ s
0 0 0 -.— 0 -.— 0 -— 0 -— 0 -.—
MISWEET13 3 4 4 4 4 4 *
12t 12 I
L 3 L N 3 3 3 3t
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1t T 1t 1 1 1t 1 1+
| I Y * o -
0 0 0 0 0 0 0
21-ecyT 25-e cyT 32-ecyt 48-e cyT 56-e cyT 64-e cyT 75-e cyT
Puic. 2. OTHOCUTENbHBIN YPOBEHb TPAHCKPUNTOB (HOPManM3oBaHHOE 3HaueHne 2788CY) reyoB cemeiictea SWEET B kopHax M. lupulina.

MpefcTaBneHsbl cpefHne 3HauUeHWs ¢ owmbKon cpefgHero. * Hannumne poctoBepHbix (p < 0.05) pa3nuunini Mexxay BapuaHTom «6e3My» (TEMHbIN CTONOUK) 1 Ba-
priaHToM «+AM>» ¢ HOKynAumeii R. irregularis (cBeTNbIN CTONGKK); MycTble Anarpammbl — OTCYTCTBME SKCMPECCUM FTEHOB B BapUaHTax; CyT — CYTKW OT NOCaaKu.
*** Cneymdurueckan sKCnpeccus reHa B BapuaHTe «+AMy).
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Hax (Hu et al., 2019). Takum o6pa3om, Mbl HaOIIOAAEM, YTO
tparcroprepsl MISWEET12 u MISWEET13 — nomudyHk-
1oHaIbHBL. DyHKIMK IPoayKTOB OpTosioroB MISWEET2 —
OTTOK Caxapo3bl U3 JIUCThEB 1UIst 3arpy3ku ¢iosmsl (Chen et
al., 2012, 2015) u ycroitunBocts k marorenam (Cohn et al.,
2014; Zhao et al., 2018; Gautam et al., 2019). A yaxHH
MpOAYKTOB opTosioroB MISWEET3 — pa3BUTHE MbUIBIIBI
(Sun et al., 2013), ycroitunBocTs k maroreram (Cohn et al.,
2014; Zhao et al., 2018), BO3MOKHBI OTIIOKCHUE TIPUMEKCHHA,
3arpy3ka ¢iosmel (Chen et al., 2012; Gautam et al., 2019), a
Takke TpaHcropT rubbepemuHa (Kanno et al., 2016; Jeena
etal., 2019).

B nameii padote Ha Bcex cpokax yuera MISWEETIb no-
Ka3aJl BBICOKYIO SKCIIPECCHIO TP MUKOPH3AINH (CM. pHC. 2).
DTOT I'eH ¢ yBEpEHHOCTBHIO MO>KHO CUNTATH XOPOIIUM MapKe-
pom sdpdextuBHOrO pazButus AM-cumbuosa M. lupulina c
R. irregularis B ycnoBusix cpeHero yposHs P B cyOctpare.
Crnemyet 3ametuth, uto MISWEETb obnanan cnermdude-
CKOH 3Kcnpeccueil B KopHax npu AM Ha 1, 2 u 7-# cpoku yue-
Ta (B a3sl pa3BUTHUS 2-TO U 3-TO JINCTHEB U TUIOTOHOIICHHS)
(cMm. puc. 2). BoamMoxHO, B HayanbHble dTanbl (1-2-1 cpok)
ATOT T'eH CHeUUpHUIECKU SKCIPecCupoBacs it GopMUupoBa-
Hus dphextuBHOrO0 AM-cuMOmo3a (U1 mepepacipeaeIeHus
caxapoB B IOJIb3y MHUKOCHMOWOHTA), a Ha ITO3HEM JTaIe
HKCIIPECCUPOBAJICS B CBSI3U C MaJCHHEM CUMOMOTHYECKOM
3(h(HEeKTUBHOCTH TIPH TEPEexXoe K IUIOJOHOMICHHUIO, KOTIa
pacTeHNe-XO035IMH OIISATh HYKIAaeTCsl B OAepKaHuH dPdek-
TUBHOTO AM-CcHMOHO03a /1715t 00ECIICUEHHSI CO3PEBAHUS CEMSTH.

Taxum 00pa3om, BBISBIEHA B3aWUMOCBSA3b MEXAY (pa3oit
pa3BUTHs pacTeHus-xo3stuHa M. lupulina n da3oit pa3BuTHs
AM-cumbuo3a ¢ R. irregularis ¢ sxcrpeccueit crieruduye-
ckoro rena MISWEETIbD y pactenuit ¢ AM. Hamm ganHsie
COIIIaCyIOTCSl C pe3yibTaTaMU HCCIEeOBAaHUI Ha JAPYTHUX
BHUJaxX pacreHuil. Tak, B mocienHux paborax (HauuHas ¢
2016 r.) opromoru rera MISWEETb Takxe yHOMHHAIOTCS
kak cumbnoruueckue ¢ AM y S. tuberosum n M. truncatula
(Manck-Goétzenberger, Requena, 2016; An et al., 2019; Doidy
etal., 2019; Kafle et al., 2019; Cope et al., 2022). Taxxe 310
OTMEYeHO Juisi TeHOB opTonioroB MISWEET3c y Lotus japo-
nicus u M. truncatula (Sugiyama et al., 2017; Cope et al.,
2022), optomoroB MISWEETI12 y S. tuberosum n M. trunca-
tula (Manck-Gotzenberger, Requena, 2016; Hennion et al.,
2019; Cope et al., 2022).

Hcxons u3 pe3ynabTaTtoB pabOTHI M aHAIN3a JINTEPATy PHBIX
JTAaHHBIX, MOYKHO TIPEATOJIararh, 4YTo IpH Pa3IMIHbIX OHOTH-
YECKUX U a0HOTHYCCKUX YCIIOBHSIX (HAIIPUMED, IIPU Pa3HOM
XUMHYECKOM COCTaBe cyOcTpara, oOecrieueHIH BIaroi, ce-
TOM M TIp.) 9KcTipeccusi U pyHKuuu reHoB SWEET MoryT cy-
IIECTBEHHO Pa3JInyaThCsl.

3aknioyeHune

Oxcnpeccus reHoB cemerictBa SWEET npaktuuecku He U3y-
yaach MpH IIepexo/ie PaCTeHUH OT HauaJia OHOH (a3l pa3BH-
THSI K IPYTOH, KaK TO CJICJIAHO B HACTOSIIIEM HCCIICIOBAHHH.
AHam3 SKCIPECCHH STHX I'EHOB B KOPHSIX BBICOKOOT3BIBYNBOM
Ha MUKOPM3aIuio TUHUU M. lupulina B yCIOBUSX CPEHETO
ypoBHs Pr1 B cyOcTpare BBITIOITHEH BIiepBbIe. Pe3yabTars! 1mo-
Kazaym, 4to sKcrpeccus reHa MISWEETIb cneunpuuecku
BO3pacTaja MpH CHUKCHUH CUMOMOTHYECKOW dPPEKTHB-
HOCTH, PACCYMTAHHOU 10 BECY CBHIPHIX HA/I3€MHBIX YacTeH.
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BeposTHO, BbICcOKas akcmpeccust B AM-pacTeHusIX B paHHHE
CPOKH Pa3BUTHS CBA3aHA C aKTHBHBIM II€PEPACIIPEICICHUEM
caxapoB npu QopmupoBannu 3¢pexTnBHON AM, a B dazy
TUIOZIOHOIICHUSI — C TOTPEOHOCTSAMU CaxapoB JUIsl CO3PEBAHUS
ceMsH. bonee monoBUHBI H3y4YEHHBIX TE€HOB, CPEIH KOTOPBIX
cienyet Beiaenute MISWEET3c v MISWEETI2, Takxe 1o-
Ka3aJM MOBBIIIEHHE Kcrpeccud. [lomyueHHbIe pe3ynbTaThl
COITIACYIOTCS C JINTEPATYPHBIMH JAHHBIMH O TOM, YTO CHETIN-
¢uueckue s AM rensl cemeiictea SWEET moryt ObITh
HaiiJieHbl cpenu reHoB kiaxa [ u I

YuuTbIBast pa3HOOOpa3ne OPTOIOTrOB Y IPYTHX BHJIOB pac-
TEHHH, €CTh OCHOBAHMS CUMTATh, YTO MOKA MJICHTU(PHUIIUPO-
BaHbl He Bce reHbl cemeiictBa SWEET kak y uccienyemoro
Hamu pactenust, M. lupulina, Tak M y APyrux BHAOB poaa
Medicago. Cnenyer nonarars, 4To B JajbHeiIeM OytyT pac-
IIMPEHBI U TPEJCTaBICHHs O (QYHKIUSIX JaHHBIX TPAHCIIOP-
TEPOB y 3TOTO Poa.
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BnusiHue reHoB NAM-1 Ha cogep)XaHue 6ejika B 3epHe

U TIOKa3aTesay IMIPOOYKTUBHOCTU Y JIMHUI MSITKOJ ITIII€HUIIbI
C MHTPOrpeCcCUSIMM YyKepOoaHOI'0 reHeTUeCKOro Mmarepuasa
B VCJIOBUSIX bemapycn

O.A. OpAOBCKaH@, C.J. Bakyaa, K.K. fluesny, A.B. XotbiaeBa, A.B. KuabueBckuiz

WVIHCTWTYT reHeTUKM 1 umTonorumn HaumoHanbHom akafemun Hayk benapycu, MuHck, Pecny6nuka benapycb
e 0.Orlovskaya@igc.by

AnHoTayumA. CoBpeMeHHble copTa MArkon nweHuubl (Triticum aestivum L.), cenekumsa KOTOpbIX Benacb B OCHOBHOM Ha
yBeNIMYEHNE NPOAYKTUBHOCTY, YaCTO MMEIOT HEBBICOKOE KauecTBO 3epHa. ObHapyKeHre y copofuueit NleHnL bl ane-
nen reHoB NAM-1, accoummpoBaHHbIX C BbICOKMM cofiepkaHnem 6enka, yBenmumno 3HayummocTb OTAaNeHHon rnépu-
A13aunn Ans NoBbleHWs NUTAaTeNbHON LLEHHOCTY 3epHa T. aestivum L. Llenbto HacToswel paboTbl 6binn n3yyeHune an-
nenbHoro coctaBa reHoB NAM-AT n NAM-B1 y NHTPOrpeccuBHbIX IMHWIA NWEHNLbl U NX POANTENbCKMX GOPM 1 OLieHKa
addekTa pa3nnyHbix BapuaHToB reHoB NAM-1 Ha copepKaHue 6esika B 3epHe 1 MPU3HaKMN NPOAYKTUBHOCTY NLIEHWLbI B
nonesbix ycnosuax benapycu. iccneposanu poantenbckme copTa APOBON MAFKON MLUeHNLbl, 06pa3Libl TeTPanionaHbIX
1 reKkcannonaHbIxX BUAOB poAa Triticum, a TakKe 22 MHTPOrpeCcCUBHbIE INHUK, NOJSTYYEHHbIE C UX yYacTheMm (BeretaumoH-
HbIi nepuop 2017-2021 rr.). BnepBble ycTaHOBMEHbI U 3aperncTprpoBaHbl B MeXAyHapOAHON MONeKyNAPHO 6a3e faH-
Hbix GenBank nonHopasmepHble HyKeoTuAHblE NocnefoBaTenbHoCTH reHa NAM-AT o6pasuos T. dicoccoides k-5199,
T. dicoccum k-45926, T. kiharae, T. spelta k-1731. B nccnepyemoin Bbibopke BbIABNEHO LWIECTb KOMOMHaUMI annenen
NAM-AT1/B1, 4acToTbl BCTPEYaeMOCTV KOTOPbIX BapbupoBany oT 40 o 3 %. CoBmecTHbI BKnag reHoB NAM-AT n NAM-B1
B M3MEHYMBOCTb XO3ANCTBEHHO BaXHbIX MPU3HAKOB MNweHnLbl cocTaBun oT 8-10 % (macca 3epHa € pacTeHnA 1 Mac-
ca 1000 3epeH) o 72 % (HakonneHne 6enika B 3epHe). [nA 60/bLINHCTBA N3YYEHHbIX MPV3HAKOB JOMA N3MEHUMBOCTY,
o6ycnoBneHHasa NOroAHbIMY yCiioBMAMY, Obina HeBenuka (1.57-18.48 %). MNokasaHo, 4To Hannumne GyHKLMOHaNbHOro
annena NAM-BT obecneunBaeT BbICOKMI YPOBEHb HAKOMIEHUS 6efKa B 3epHE HE3aBNCUMO OT MOTOAHbIX YC/TOBUIA U NP
3TOM He NPUBOANT K CyLLeCTBEHHOMY CHIUXeHMIo Maccbl 1000 3epeH. Bbicokne nokasaTtenu NpoayKTMBHOCTU 1 YPOBHA
HaKomnneHns 6esika B 3epHe YCTaHOBJEHbI A1 FEHOTUMOB, codeTaowwnx rannotun NAM-A1d n GyHKUMOHaNbHbI annenb
NAM-B1. MonyyeHHble pe3ynbTaTbl CBUAETENbCTBYOT 06 3GdeKTUBHOCTM NHTpOrpeccun GyHKLMOHANbHOrO anfiensa reHa
NAM-B1 oT BngoB-copoanyen ana nosbleHNA NUTaTeNbHON LIEHHOCTU MATKOW MLLEHNLibI.

KntoueBble cnoBa: MArkas niweHnLa; COpoANYM MLLEHNLbl; NHTPOrPecCcuMBHbIE IMHUN NweHnubl; reHbl NAM-1; copepxa-
Hue 6enKa B 3epHe; NPOAYKTUBHOCTD.

Ana uyntuposauusa: Opnosckas O.A., Bakyna C.M., Auesnu K.K.,, XoTbinesa J1.B., Kunbuescknin A.B. Bnuarnme renos NAM-1
Ha coflepkaHue 6enKa B 3epHe 1 noKasaTenu NpoayKTUBHOCTA Y IMHWIA MATKOW MWEHULbI C UHTPOTPEeCCUAMU YyKepog-
HOrO reHeTUYeCKoro matepmarna B ycnosusax benapycu. Bagusnosckuli xypHan eeHemuku u cenekyuu. 2023;27(3):197-206.
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Effect of NAM-1 genes on the protein content in grain
and productivity indices in common wheat lines

with foreign genetic material introgressions

in the conditions of Belarus

O.A. Orlovskaya®, S.I. Vakula, K.K. Yatsevich, L.V. Khotyleva, A.V. Kilchevsky

Institute of Genetics and Cytology of the National Academy of Sciences of Belarus, Minsk, Belarus
® 0.Orlovskaya@igc.by

Abstract. Modern varieties of common wheat (Triticum aestivum L.) bred mainly for high productivity are often of low
grain quality. The identification of NAM-1 alleles associated with high grain protein content in wheat relatives has en-
hanced the significance of distant hybridization for the nutritional value of T. aestivum L. grain. In this work we aimed to
study the allelic polymorphism of the NAM-A1 and NAM-BT1 genes in wheat introgression lines and their parental forms
and evaluate the effects of various NAM-1 variants on the grain protein content and productivity traits in the field condi-
tions of Belarus. We studied parental varieties of spring common wheat, the accessions of tetraploid and hexaploid spe-
cies of the genus Triticum and 22 introgression lines obtained using them (2017-2021 vegetation periods). Full-length
NAM-AT nucleotide sequences of T. dicoccoides k-5199, T. dicoccum k-45926, T. kiharae, and T. spelta k-1731 accessions
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Effect of NAM-T genes on the protein content in grain
and productivity indices in common wheat lines

were established and registered with the international molecular database GenBank. Six combinations of NAM-A1/B1
alleles were identified in the accessions studied and their frequency of occurrence varied from 40 to 3 %. The cumula-
tive contribution of NAM-AT and NAM-B1 genes to the variability of economically important wheat traits ranged from
8-10 % (grain weight per plant and thousand kernel weight) to up to 72 % (grain protein content). For most of the
traits studied, the proportion of variability determined by weather conditions was small (1.57-18.48 %). It was shown
that, regardless of weather conditions, the presence of a functional NAM-BT allele ensures a high level of grain protein
content; at the same time, it does not significantly decrease thousand kernel weight. The genotypes combining the
NAM-A1d haplotype and a functional NAM-B1 allele demonstrated high levels of productivity and grain protein content.
The results obtained demonstrate the effective introgression of a functional NAM-B1 allele of related species increasing
the nutritional value of common wheat.

Key words: common wheat; wheat relatives; wheat introgressive lines; NAM-1 genes; grain protein content; productivity.
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BBepeHune

Msrkas mennna (7riticum aestivum L.) — BakHas CE€IbCKO-
XO3SICTBEHHAsI KyJIbTypa, Urparolas KIIOYEBYIO POJIb B
o0ecrieueHn MPOJJOBOIBCTBHEM HACEIEHUsI BO BCEM MUpE.
O}]HI/IM 13 IPUOPUTCTHBIX Hal'[paBJ'IeHI/Iﬁ CCJICKIIUU ITIIICHUIIbI
SIBISIETCS TIOBBIIIEHHE KAauecTBa 3€PHA, KOTOPOE B IEPBYIO
o4epeb OIpeaeisIeTcs O0IMM cosiepkanieM Oernka (Brevis
et al., 2010). CnoxxHast moJMreHHas MpUpoAa MPU3HAKA «CO-
JieprkaHue OesKa B 3epHE», I3MEHIHNBOCTD €10 MO/ IeHiCTBHEM
BHEITHUX (PaKTOPOB, a TAaKKEe OTPHUIATENILHAS KOPPEIISIHS
MEX]Ly COJIepI)KaHuEeM OelIKa U POy KTUBHOCTBIO YCIIOKHSIOT
ceneknuto (Igbal et al., 2016). Kpome Toro, HU3KO€ reHETH-
YecKoe pasHooOpa3nue COBPEMEHHBIX COPTOB IO MPH3HAKY
OTpaHUYMBACT UX HMCIIOJB30BaHUEC B CCIICKIIMOHHBIX IIPO-
rpamMMax Mo yITy4IIeHHIO MUTATEIbHON IIEHHOCTH MIICHUIBI.
MHuorue poJcTBEeHHbIE BUIbI 1. aestivum XapaKTepU3yrTCs
6oI1ee BBICOKMM KOJTHMYECTBOM OeJiKa B 3€pHE 110 CPaBHEHHUIO
¢ kyneTHBHpYeMbIMEu copTamu (Peleg et al., 2008; Kumar et
al., 2019).

HoBbie BO3MOXKHOCTH JJIA CEJICKIUN Ha MMTOBBIMICHUE CyM-
MapHOTO Oellka B 3epHE MOSIBIINCH C OOHAPYKCHHEM Y ITH-
kopactymer nonosl 7. dicoccoides (renom AABB) noxyca
Gpc-B1, acconuupoBaHHOTO ¢ coiepx)aHuem Oenka. JIokyc
OBLT KapTHPOBAaH B KOPOTKOM ILIEYE XPOMOCOMEI 6B, a mpu
JICTaIbHOM YTOUYHEHHWHU TPAHHUI] y4acTKa €ro JIOKaJIH3aluu
ObL1a HaliIeHa MO CIIe0BATENbHOCTh, HACHTH(OUIIMPOBAHHAS
Kak reH NAM-B 1, npunaanexarmuii k cemeiicty NAC-dak-
topoB Tpanckpumniuu (Uauy et al., 2006a). I'enbr nannoro
CEMEHCTBA YYacCTBYIOT B PETYJSLUU PA3JIMYHBIX IIPOTpaMM
Pa3BUTHS paCTeHHUI, KOHTPOJIE 3alUTHBIX PeakInuii Ha Ono-
THUYECKHE ¥ a0MOTHYECKHE CTPECCOPBI, HI'PAIOT BAXKHYIO POITh
B npotiecce crapenusi pacrenni (Puranik et al., 2012; Zhao et
al., 2015). B nononuaenue k reny NAM-B 1 msrkas miieHAna
UMeeT Takke romeosnioruunbie rensl NAM-A1 u NAM-DI1 B
xpomocomax 6A u 6D (Avni et al., 2014).

VY nukopacTyinel moinosl oOHapyKeH (yHKIMOHAIBHBIH
amnens NAM-B1 (ajiens TUKOTO TUMa), 00eCIIeUnBAIOIIAN
BBICOKOE COfIeprKaHue Oellka B 3epHe. DTOT ajulellb BKII0YAeT
TPH DK30HA U JBa MHTPOHA W KoxupyeT Oemok u3 407 amu-
HOKHCIJIOTHBIX OCTaTKOB, KOTOPBIH MMEET KOHCEPBAaTUBHBIH
N-koH11eBOH yuacTok, niax NAC-I0MeH ¢ MAThIo CyOgoMeHa-
MH, ¥ CHJIBHO N3MEHYMBBIH C-KOHIIEBOH y4acTOK aKTHBALIUHI
tpanckpunuuu (Waters et al., 2009). @yHKunOHaTBHBIA a-
nens NAM-B1 He BcTpedaeTcs y O0NBIINHCTBA COBPEMEHHBIX
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coproB mmenunsl. Copra, Kak MPaBuUIIO, UIMEIOT HHCEPIUIO
1 1. H. B IEPBOM 3K30HE, IPUBOJAIILYIO K CJIBUTY PAMKH CUUTHI-
BaHUs (MyTaHTHBIH ajlesb), WIN AEJIEIHI0 FreHa (YaCTUYHYIO
WJIH TIOJHY0), 1 KaK CIIE/ICTBUE, — HEAKTHUBHBIN OSIIOK MITH €r0
orcyrctBue (Uauy et al., 2006b). Tax, nzyuenue 218 copros
IIIEHNIBI U3 TISITH OCHOBHBIX PErMOHOB KuTas He BBISIBUIIO
HU OJTHOTO copTa ¢ (pyHKIMOHANBHBIM aiieneM rena NAM-B1
(Chen et al., 2017). MonekynsipHasi XapaKTepHUCTHKA TCHOB
NAM-1 aBcTpaduICKUX COPTOB MATKOM MIIEHUIIBI TOKa3aja
HaJIWY#e JUKOTO ajens rena NAM-BI Tonpko y 2 cOpToB
u3 51 (Yang et al., 2018).

YcraHnosieHo, uto red NAM-A1, kak u NAM-B1, coctout
U3 TPEX IK30HOB, 00J1a/1a€T THITUYHBIMH XapaKTEPUCTHKAMHU
reHoB NAC-ceMelicTBa U y4acTBYET B PETYISALUH TeX XKe
npoiieccoB, uto U NAM-BI. B pesynbrare aHanusza CBS3U
ONHOHYKJICOTHAHBIX BapuaHToB (SNP) rema NAM-AI ¢
peMoOmIM3anmel a3ora U3 JUCTHEB U HAKOIUICHHEM Oelka
B 3epHE OOHApYKEeHbI J[B€ (yHKIMOHAIbHBIE OJHOHYKJIIEO-
TUaHBIe 3aMeHbl: B o3utuu 722 (T/C) n B mosutuu 1509
(A/del). Ha ocHOBaHMM TOJTyYEHHBIX AAHHBIX MpEUIOKEHa
kiaccuukanys rarotunoB rena NAM-A1: NAM-Ala (722C
u 1509A), NAM-A1b (722C u 1509del), NAM-Alc (722T n
1509A), NAM-A1d (722T n 1509del) (Cormier et al., 2015).

OTcyTcTBHE Y COBPEMEHHBIX COPTOB MIIEHHIIBI (PYHKIINO-
HanpHOro ajuienst NAM-B1, o0ecniednBaromero BEICOKOE
coziepkaHue Oellka B 3€pHE B PA3IMYHBIX HKOJIOTHYECKHUX
YCIIOBUSIX, YIPOUMIIO MO3ULUH OTAAJICHHON rMOpUAN3alui
JUISl TIOBBIIIEHNS TUTATEIbHON IEHHOCTH 3€pHA IMIICHUIBI.
C 11e71610 000TANEHUS 1 YITyYIIeHHs TeHO(OH1a MATKOH TTie-
HUILIBI B CKpEIUBaHUs ¢ copTamu 1. aestivum L. Hamu ObUTH
TpuUBJIeYeHBI 00pa3isl BUA0B pona Triticum (1. dicoccoides,
T dicoccum, T. durum, T. spelta, T. kiharae). IIpoBenenHoe
paHee M3y4eHHE I'€HETHYEeCKOro pa3zHo00pa3us KOJICKIIUU
MHTPOTPECCUBHBIX JTMHUH IMIIEHUIBI ¢ TTOMOIIBI0 METOA0B
C-69u1maTa 1 SSR-aHaMM3a TOKA3a10, YTO B TCHOME THOPH/I-
HBIX JIMHUH 4y>KE€POHBII IT€HETUYECKUI MaTepuall IIpeicTaB-
JIEH B BUJIC KaK HEOOJBIINX YJACTKOB, TAK U IIEJIBIX XPOMOCOM
(Orlovskaya et al., 2016, 2020).

Ienp HacTOsIIIIEH paOOTHI — U3YyYCHHE AJUICIILHOTO COCTa-
Ba TeHOB NAM-AI n NAM-B1 y MHTPOTPECCUBHBIX JTHHUN
MIICHUIBI U UX POANUTENbCKUX (GopM M oreHka >pdexra
pa3IMYHbIX BapUaHTOB T'eHOB NAM-1 Ha comepxanue Oenka
B 3€pHE U PU3HAKHU NIPOLYKTUBHOCTH IIIEHUIIBI B OJIEBBIX
ycnoBusix bemapycu.
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MaTeleaﬂbl n metogbl

B mccnenoBanue BKIIOUEHBI MSATh COPTOB SPOBOM MATKOM
nmeHunsl (Paceeer, CaparoBckas 29, @ectuBanbHas, be-
nopycckas 80, Pitic S62), rerpamnounnsie 7. dicoccoides,
T. dicoccoides k-5199, T. dicoccum x-45926, T. durum n
rekcarounnbie 7. spelta x-1731, T. kiharae oOpa3upl BUIOB
poma Triticum, a Taxke MOJTYYCHHBIC HAMH 22 WHTpPOTpEC-
cusnble juaun ([Ipunoxkenne 1)!. OBpasupl dyKepOIHBIX
JIOHOPOB ITpe/icTaBieHbl 13 Koywiekunu BUP, unpopmanms o
POIOCTIOBHBIX OTAETHHBIX 00PA3IIOB HE COXPAHMIACH (HOMEpa
o katanmory BUP He yka3zansr).

Pactenus BbIpalllMBaJIM Ha 3KCIICPUMCHTAJIbHBIX ITOJIAX
Wucturyta renernkn u nutonornd HAH bemapycu B 2017—
2021 rr. (. MuHCK) Ha JepHOBO-ITOJ30JUCTON CYIIeCYaHON
nouse. XapaKkTEepUCTUKA IIOTOIHbIX YCIOBUN B PETHOHE UC-
cnegoBanus B 2017-2021 rr. npuBenena B [Ipunoxennn 2.
JlaHHBIE 0 CPEAHECY TOUHBIX TEMIIEpaTypax U KOJIMIECTBE BbI-
naBuux ocankoB (http:/rp5.by) ucronb3oBansl 11s pacuera
cyMMBbI akTUBHBIX Temriepatyp (CAT) u TuapoTepMUIecKOro
koaddurmenta Cemssaunosa (I'TK) (MamonToBa, Xpomos,
1974). Ilpu yoopke IpOBOIMIIN YUET CIICAYIOIINX TPU3HAKOB!
«BBICOTA PACTEHUSD, KKOINYECTBO POLYKTUBHBIX ITOOETOB Ha
pacTeHHe», «UTMHA TIIABHOTO KOJIOCAY, «IUCIIO0 KOJIOCKOB U 3¢-
PEH IVIaBHOTO KOJIOCA», «Macca 3epHa C KoJIoca U PacTeHUs»,
a takxe «macca 1000 3epen». s oleHKH MPU3HAKOB CITy-
JaifHBIM 00pa3oM oTOupan 15 pacTeHnt KaKI0ro reHOTHTIA.

Jliist ceKBEeHMPOBAHUS MOCIIEI0BATEILHOCTEH MOTHOPa3-
MmepHoro reHa NAM-A1 n nepBoro sk30Ha NAM-B1 ncnois-
30BaJM crienuuIHbIe TpaiiMepsl, pazpadoranusie R. Yang ¢
kosteramu (2018). Peakiiro ceKBeHUPOBaHMS TPOBOIAMIIH C
nomonrsio Habopa BigDye Terminator v. 3.1 Cycle Sequenc-
ing kit (Applied Biosystems, CILIA), pa3nenenne npoayKToB
CEKBEHUPYIOLIEH PeaklMy — Ha TeHETHYECKOM aHaJIn3aTope
ABI PRISM 3500 (Applied Biosystems). BeipaBanBanue
HYKJICOTUIHBIX MOCJIEA0BATEILHOCTEH U aHaIN3 TOMOJIOTUHI
BhINOIHsUIN Ha aHanu3atope BLAST HannonansHoro nientpa
6morexnonoruueckoit nHGopmarn CIIA (http://www.ncbi.
nlm.nih.gov/BLAST). B kauecTBe pedepeHcHOM nocinenosa-
tenbHOCTH OBUT copT Chinense Spring, KOTOPBIiA, COITACHO
JUTEPaTYPHBIM JaHHBIM, UMeeT ramnoturn NAM-Ala (722C
u 1509A) u mytanaTHbIH amutens NAM-B1 (wacepuuns T B mmo-
noxennu +11) (Yang et al., 2018).

Obmree comeprkanne Oeka B 3epHE MIICHUIIB OTPEICIsI-
mu B coorBercTBUM ¢ [OCT 10846-91 (2009) B LlenTpans-
HOH pecryonukanckoii tadoparopuu 'Y «l'ocynapcrBeHHast
WHCTICKIHSI TI0 UCHBITAHUIO U OXpaHE COPTOB PACTEHUI»
(r. MuHCck, PB). CymHOCTh MeTOa 3aKITF09aeTCs B MUHEpa-
JIM3alUU OPraHUYECKOI0 BELECTBA CEPHOU KUCIIOTOU B IIPU-
CYTCTBHH KaTaJH3aTopa ¢ 00pa3oBaHUEM Cylb(haTa aMMOHHUS,
pa3pylIeHHH Cylb(ara aMMOHHS LIEJIOYbIO C BBIICICHHEM
aMMHaKa, OTTOHKE aMMHaKa BOZSIHBIM [1apOM B pacTBOp cep-
HOW WM OOPHOW KUCIIOTHI ¢ TIOCTIECTYIONTIM TUTPOBAHUEM.

Pesynbrarel SKCHIepIMeHTa 0000IIEHBI ¢ MPUMEHECHHEM
METOJIOB ONUCATEIbHOM CTATUCTUKHU, ABYX(PAKTOPHOTO TUC-
MEPCHOHHOTO, PErPECCHOHHOTO, KOPPEIALMOHHOTO aHaJIN-
30B (MCIONIB30BaIN KO3((UIIMEHT PaHTOBOM KOPPENSLUN
Cnupmena). CtaTucTHYECKHE IPOIETyphl PeaJu30BaHbI B
mporpaMMHBIX maketax Statistica 10.0, MS Excel, Be6-mipu-

1 Mpunoxexuna 1-8 cm. no agpecy:
https://vavilovj-icg.ru/download/pict-2023-27/appx8.pdf
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BnusaHue reHoB NAM-T1 Ha copepaHue 6enka B 3epHe
1 NoKa3saTenun NPoAYyKTUBHOCTU Y IMHWIA MATKON NLIeHNL|bl

noxxenun SNPstats. KonnuecTBeHHBII BKI1a]] OTACIBHBIX (ak-
TOPOB JMCIIEPCHOHHOTO aHAJIHM3a PACCYUTHIBAIN Ha OCHOBE
OTHOLICHHS a0COTIOTHOW JHCIIepcHH (GakTopa K CyMMe JHC-
MEPCUil TOTO M OCTATIBHBIX (PAKTOPOB, COITACHO (hOpPMYJIaMm,
pUBEACHHBIM B pabote (Pokurknit, 1973).

Pe3ynbratbl

AnnenbHbin nonumopo¢unsm reHoB NAM-A1 n NAM-B1
IIpoBeneHO CEeKBEHHPOBAHHE MOJIHOPA3MEPHOTO TeHa
NAM-A1 y ponnuTenbCKUX COPTOB M 00pa3IOB BHIOB pojia
Triticum, y 22 UHTPOTPECCUBHBIX JIMHUN, CO3JAHHBIX HA UX
ocHoBe. Cpemn poxutenbekux (opm ramrorun NAM-Ala
BEISIBIICH Yy copToB: DectruBanbHasi, Paccset, 00pasnos: 7. du-
rum, T. dicoccum x-45926, T. dicoccoides k-5199, T. dicoc-
coides, T. kiharae; rarmotunt NAM-Alc —y T spelta x-1731;
rarutotunt NAM-A1d —y copros: Caparosckas 29, benopyc-
ckas 80, Pitic S62 (ITpunoxkenue 3).

CpaBHHUTENBHBIN aHAINU3 MOKa3ald, YTO HYKJICOTHIHBIC
nocnenoBarenbHocTH NAM-Ala obpasuos 1. dicoccoides
k-5199, T. dicoccoides, T. kiharae ne umenu 100 % cxoncTsa
c mocnenoBarenbHOCThI0 NAM-Ala T. aestivum (MH160778)
u3 6a3sl qaHHBIX GeneBank. [TocnenoBarenpHOCTH 00pa3IoB
qukoit osowl (7. dicoccoides k-5199 n T. dicoccoides), vic-
CJIeIOBaHHbIE HaMH, OTIHYAINCEL OT NAM-Ala T. aestivum
(MH160778) nBymst SNP: mozurmu 538 1. 1. (C/A B 3k30HE 2)
u 1139 n.u. (G/T B sk30He 3) (YypOBEHb MJCHTUYHOCTH —
99.9 %). SNP 1139 . 1. G/T npuBOAMT K 3aMEHE acraparuHa
Ha THPO3HMH B AMUHOKHCIIOTHOM ITOCIIEIOBATEIIEHOCTH OCIKa.
Yposens cxonctBa NAM-Ala odpasua T kiharae c NAM-Ala
u3 6a3s1 maHHBIX GeneBank (MH160778) coctaBmn 99.7 % u
oTyaics ot Hero o mectr SNP: B mosumusix: 189 m. 1. (C/A
B 3Kk30HE 1), 306 m.H. (A/C B untpone 1), 1133 m.u. (G/A B
sk3o0He 3), 1271 m. 1. (G/T B 3x30He 3), 1414 . H. (C/G B 9k-
30He 3), 1491 . 1. (G/C B 9k30He 3). Tpu n3 nanubix SNP BbI-
3BIBAIOT U3MEHEHUS B AMUHOKHUCIIOTHON MOCIIEN0BATENILHOCTH
6emnka: 3ameHa G/A B mo3urmu 1133 1. H. IPUBOAXT K 3aMEHE
anmanuHa Ha TpeoHuH; G/T B mo3urmu 1271 m. H. — anaHuHA
Ha cepuH; G/C B no3uiuu 1491 1. H. — IMIMHA HA aJlaHVH.

[ocnenoBarensHoCTs TeHa NAM-A1 06pasuos 1. dicoccum
K-45926 u T. durum OBLIa MOTHOCTHIO TOMOJIOTHYHA TIOCTIC-
nosarenbHOCTH amtenst NAM-Ala (GenBank: MH160778),
nocienoBateTbHOCTE NAM-A1 obpasna T. speltak-1731 coot-
BercTBOBata aeno NAM-A1c (GenBank: MH MH160777).
Hyxneotunnslie nocnenoBarensHoCTH reHa NAM-A1 o6pas-
uoB 1. kiharae, T. spelta x-1731, T. dicoccoides x-5199 n
T’ dicoccum x-45926, BriepBbIc OITMCAHHBIC HAMU, OBLITH 3a-
PETUCTPUPOBAHBI B MEXKAyHAPOAHOI O0a3e qanHbix GenBank
(xompr moctynma MT572492, MT920417, MW384855,
MW384856 COOTBETCTBEHHO).

AHanu3 NaHHBIX cekBeHUpoBaHus reHa NAM-A1 y uuTpo-
TPECCUBHBIX JIMHUH MIICHUIIBI ITOKa3al, 910 54.6 % muHmi
nMenn rarmtotunt NAM-Ald; 36.4 % — ranmotunt NAM-Ala
u 9.1 % — rarmorun NAM-A1lc. MOXHO OTMETHTh, YTO JIU-
HUH TIIEHAIE C 9y>KePOJHBIM TeHETHIECKUM MaTepUaIIOM,
KakK MpaBuio, HacyenoBanu red NAM-A1 ucxoqHoro copra
MIICHUIBI, HO ObLT U psifl UCKItoueHUH (cm. [Ipunoxenue 3).
lammoTwm, cOOTBETCTBYIONINIT POACTBEHHOMY BHUY, OBLI
BBISIBJICH Y JIMHUH, CO3aHHBIX ¢ yuactieM 7. spelta x-1731
(munanu 1-8 u 7, NAM-Alc), y munnu 226-7 T. durum x beno-
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pycckast 80 (NAM-Ala), y munuu 20-1 T. kiharae x Caparos-
ckas 29 (NAM-Ala). Cpenu TMHUHN, CO3TaHHBIX C yIACTHEM
T. dicoccoides, Tonpko muaun 11-1 u 13-3, momydyeHHbIC B
pe3ynbTare CKpeluBanus ¢ coptom decTruBasibHast, yHace-
noBaym reH NAM-A1 oT muKoii monobl ¢ XapaKTePHBIMHE TOJb-
ko /it Hee SNP B mo3unmsix 538 u 1139 . H. HyKJI€oTUAHON
MOCJIEIOBATENHHOCTH TEHA.

AHanu3 ceKBEHOTpaMM IEepBOTO dk30HA TeHa NAM-BI y
M3yYCHHBIX TEHOTHUIIOB BBISBII (DYHKITHOHAIBHEIN alljIelb
(F) y Bcex 00pa3loB BHUIOB-COPOAMYEH, 32 MCKIIOUCHUEM
T durum, st KOTOpoOTO HE onpeaeTian amens NAM-BI, n
y 5 u3 22 uHTpOrpeCcCUBHBIX JIMHUH mmeHns! (13-3 1 15-7-1
ot koMmbuHarmu 1. dicoccoides x DectuBanbHas, 19 u 25-2 —
ot T. kiharae x CaparoBckas 29 u nuHUN 7 U3 KOMOMHAIINN
T spelta xk-1731 x Caparosckas 29). Bee poautensckue copra
1 OOJIBIIIAS YACTh JIMHUHN IIICHUIIBI C Ty>KEPOIHBIM FCHETHYC-
ckuM MatepuanoM (77.3 %) nvenn MyTaHTHBIH amnens (NF).

d¢dekTbl reHoB NAM-AT nu NAM-B1 Ha npu3HaKu
NpoAyKTUBHOCTM 1 cofepaHne 6enka B 3epHe
PesynbpraThl TeHOTHIIMPOBAHUSI MHTPOTPECCUBHBIX JIMHUH
MSITKOH HIIEHUIBI U POAUTENBCKUX (opM 1o renam NAM-A 1
u NAM-B1 comocTaBlieHBI ¢ pe3ylIbTaTaMH MOJIEBBIX MCIIbI-
TaHUI ¥ TaHHBIMU cofiepskaHust Oenka B 3epHe 2017-2021 T
O1eHKY BIUSIHHS T'€HOTHUIA, (DAKTOPOB BHELIHEW CPEabl U
UX B3aHMOJCHCTBHUS OMPEACTISUIN C NCIOIh30BAaHIEM OOIIeH
maeitHOM Mogenn (GLM) aByxdakTopHOTO TUCIIEPCHOHHOTO
ananusa (IIpunoxenue 4).

Coueranne reHoB NAM-A1/B1 oxa3bIBacT CTaTUCTHUECKH
3HAYMMOE BIIMSTHHE Ha TPOSIBICHNE BCEX JICBSITH M3yUCHHBIX
MIPU3HAKOB, MPHU ATOM IPEBBIIIAsT BKJIAJ OT/AEIbHBIX TCHOB
NAM-1 B M3MEHUNBOCTH COAEP)KaHUsS OeiKa, BBICOTHI pac-
TEHUSI, YMCIIa KOJIOCKOB B Koyoce 1 Macchl 1000 3epeH (cm.
ITpunoxenus 4 u 5). 'en NAM-B1 He oka3bIBaeT 3HAYUMOTO
BJIMSHUSA HA JITMHY KOJIOCA MIIEHUIIB, BMecTe ¢ TeM NAM-A 1
i xoMObunauust NAM-A1/B1 oGycnaBnuBaioT Oosee 1moso-
BUHBI HAOJIOIaeMOI BapHaIlK TIPU3HAKA.

HawnGomnbImas 1yiMHa ITaBHOTO KOJIOCA OTHOCUTENBHO JPY-
THX TaluIOTHIIOB XapakTepHa Juist pactenuid NAM-A1c (B cpen-
HEM 3a IATh JIeT HaOmoneHuit — 9.86 ¢M), a mpu coueTaHuu
¢/F atot mokazarens Bo3pacrtaet 10 10.87 cm. Ddext, oxasbl-
BaeMBblii aJUIeNbHBIMY BapuanTamMu NAM-B ] Ha U3MEHUNBOCTb
YHCIIa ¥ MacChl 3epeH B KOJIOCE, TIOUTH B TPH pa3a MPEBBIIIAET
BIMSHUE TarIoTHIIOB NAM-A 1 1 B IONTOpa pa3a — CoueTaHne
NAM-AI v NAM-B1.

[TpoyKTHBHOCTH KOJIOCA B IpyIie 00pas3loB C JTUKUM
amneneM NAM-B1 6pna 3HAYMMO MEHBIIIE, 9eM y TEHOTHIIOB
¢ myrauTtHeIM ayuteneMm ([Ipunoxenue 6). Tax, B Komoce
OOJIBIIMHCTBA TEHOTUIIOB C (PyHKIMOHAIBHBIM ajuienem (7
u3 10) gmcno 3epen He mocturano 30 mT., B TO BpeMs Kak
B KOJIOCE TEHOTHUIIOB C MYTAHTHBIM ajllelieM, KaK IpaBHIIo,
dhopmuposanocs 30—40 3epeH. MOXHO OTMETHUTH 3HAYH-
TEJIHYIO BapHAIMIO IPU3HAKOB MPOAYKTUBHOCTH KOJIOCA B
o0enx rpynmax. OTaenabHbIe TEHOTHUIIB ¢ (PYHKIMOHAIBEHBIM
ajyiesieM XapaKTepU30BaINCh BHICOKUMH TOKA3aTeIsIMH 110
JaHHBIM npu3HakaM (auHud 19 T kiharae X CapaTtoBckas 29
(d/F)n 15-7-1 T. dicoccoides x ®ectusansHas (a/F')). Bo Bcex
Tpex BapHaHTaX JUCIIEpCHOHHOr0 aHaiau3a Macca 1000 3epen
U Macca 3€peH C PACTeHUs — 3TO NPHU3HAKU C HU3KUM (J10
10 %) BKJIa/10M TeHETHYECKHAX BapHaHC, IPH 9TOM Macca 3e-
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PEH C pacTeHHs CTaTHCTUYECKU HE 3aBHCHMA OT rarIoTHIa
NAM-A1, a macca 1000 3epen — ot amnens NAM-B1. I3men-
YHBOCTB COsiep KaHus Oeika B 3epHe Ha 70 % cBsi3aHa C 110JH-
Mopdusmom NAM-B1, Bkinag NAM-A1 cylieCTBEHHO HUXKE U
HEMHOT'O BO3PAcTaeT IPH PACCMOTPEHUH COUETaHUS aJlIesei
nByx reHoB (cM. [Ipunoxenue 5). Tak, B cpeiHeM 3a 4eThIpe
rojia B rpynmnax ¢ pa3JinyHbIMu rarmiotunamu NAM-A1 nau-
Gompiee conepkanue Oenka B 3epHe y TeHOTHIIOB NAM-Ala
(21.53 %), B rpynmax c pa3nuaHbsIMu Bapuantamu NAM-B1 —
¢ ¢ynkunoHanbHbIM ajuteneM NAM-BI (22.53 %), a npu
codeTaHuu a/F OTMEUEHO MaKCUMAIIbHOE KOJIMYECTBO OeIKa
(23.72 %) (ITpunoxenwue 7).

Cuiy ¥ HampaBJIEHUE CBSA3U MEKIY Pa3IHMUHBIMU aJuIess-
MU TeHOB NAM-1 m XO3SHCTBEHHO Ba)KHBIMH NPHU3HAKAMHU
OLICHWJIA C HCHOJB30BAHUEM KOA(PPHUIHMEHTA KOPPEIIINT
Crnupmena (tadm. 1).

BrisiBneHa cBA3b CpeiHEN CHIIBI MEXAY COIEPKAHUEM
Oeika B 3epHE W aJUICNBHBIMHU BapuaHTaMu reHoB NAM-1,
OJTHAKO CTaTHCTHUYECKH JOCTOBEPHA TOJIBKO KOPPENsALus C
NAM-B1 (cMm. Tabm. 1). Kpome Toro, 3Ha4YMMast 3aBUCHIMOCTD
YCTAQHOBJIEHA MEXAY allIeNbHbIMU BapuantamMu NAM-B1
U MPOAYKTUBHON KyCTHCTOCTBIO, UUCIOM M Maccoil 3epeH
¢ xomoca. Iarmotunnt NAM-A] nocTOBEepHO KOPPETHPOBAI
TOJIBKO € JUTMHOM KOJIOCA, C OCTAIbHBIMHU ITPU3HAKAMHU IPO-
JlYKTUBHOCTH accoluanusi Obuia cinabas. Pesynbrars! muc-
MEPCHOHHOTO aHAJIN3a TaKXKe MOKA3alIH, YTO aJUIeNIbHBIEC Ba-
puanTsl NAM-B1 0Ka3bpIBalOT 3HAYUTEIBLHO OOJbIIEE BIIHS-
HUE Ha U3MEHYMBOCTbH COJEpIKaHMs Oelika B 3epHe, yHcia
U MacChl 3epeH B KOJIOCE, TPOAYKTUBHON KYCTHCTOCTH, YeM
BapuanTtel NAM-A1 (cm. Ilpunoxenne 5). Heobxonumo ot-
METUTb, YTO JUCIIEPCUOHHBIH U KOPPEISIIMOHHBIN aHaIHU3bI
YCTaHOBHIIH HEBBICOKYIO CBSI3b TeHOB NAM- ¢ mpu3HaKamMu
«BBICOTA PACTEHHUS, «IHCIIO KOJIOCKOB B KOJIOCE», «Macca 3e-
peH ¢ pacterusi» u «Macca 1000 3epen» (cm. [Tpunoxenue S,
Taom. 1).

Bcero B nuccienyemoii BBIOOPKE BBISIBICHO IIECTh KOMOH-
Harwii ameneit NAM-A1/B1, 4acToThl BCTPE4aeMOCTH KOTO-
poix Bapeuposanu ot 40 (d/NF) no 3 % (¢/NF). Hekoropsie
KOMOMHAIINK ajieNield MpeicTaBIeHbl HeOOIbIINM KOJInYe-
cTBOM 00pa3ioB (d/F, ¢/F v ¢/NF'), 103TOMY HEJb3si TOBOPHUTH
0 JIOCTOBEPHO 3HAYMMOM Pa3IN4NHU MPU3HAKOB Y PACTEHUH C
JTAaHHBIMHM KOMOMHAIIMSIMU aJUICIICH.

CpezHue 3Ha4YeHUsI IPU3HAKOB ITPOYKTHBHOCTH T'€HOTH-
OB, HECYIINX pa3INYHbIe KoMOWHAIH TeHOB NAM-A1/B1,
MIPE/ICTaBJICHBI B TA0M. 2.

I'enoTumnel, couetarouue paszHele ramiaoTunsl NAM-AI ¢
(hyHKIMOHATHHBIM ajuteneM NAM-B1, nMenu GOJbIIyIO BbI-
COTY M HPOAYKTHBHYIO KyCTHCTOCTb, YeM PAcTEHHS C COOT-
BETCTBYIOIIMM TaIlJIOTHIIOM B COYETAaHWU C MYTaHTHBIM all-
nenem NAM-B1 (cMm. Tabi. 2). MakcuMaabHbIe 3HAYSHIS TSI
9THX TPU3HAKOB XapaKTepHBI A1t 00pa3noB ¢/F — 93.36 cm
u 3.86 mt. [l npu3HAKOB MPOAYKTUBHOCTH KOJOCa OOHa-
pY’>KEHa MPOTHUBOIIONOXKHASL TEH/ICHIIUS: BCE TPH TaIIOTHIIA
NAM-A1 B xoMOWHANUU C (PYHKIMOHAIBHBIM allJielieM
NAM-B1 obnamganu HU3KUMH YUCIOM M MAcCCOM 3€peH C
kooca (cM. Tabmn. 2). O6pasusl ¢ ramotunamMu NAM-Ala
n NAM-Alc B couerannu ¢ QyHKIIMOHAIBHBIM aJlJIeJIeM O~
Ka3aJd He3HauyuTelnbHOoe yMeHblleHue macchl 1000 3epen
M0 CPaBHEHUIO C TEHOTHIIAMH, codeTatonmu NAM-Ala n
NAM-Alc c myTaHTHBIM aieneM (cM. Tad. 2).
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Ta6bnuua 1. KoapdurumeHTbl Koppenaunmn CnupmeHa Mexay annesnbHbiMu BapraHTamu reHoB NAM-A1, NAM-B1
1 XO3ANCTBEHHO BaXXHbIMW MPU3HAKaMM NCCeA0BaHHbIX FEHOTUMOB MLUEHNLbI

M1000

CopepaHue 6enka

NMpumeuaHwne. BP - BbicoTa pacteHus; MK — npopyktuBHaa Kyctuctoctb; K — anvHa kKonoca; YKK - uncno konockos B konoce; Y3K - uncno 3epeH c konoca;
M3K - macca 3epeH c konoca; M3P - macca 3epeH ¢ pacteHusa; M1000 — macca 1000 3epeH. * [loctoBepHo npu p < 0.05.

Ta6nuua 2. CpefHrie 3Ha4eHMA NPU3HAKOB NPOAYKTUBHOCTU 1 COAepKaHUA Oefka B 3epHe
B rpyrnax reHoTVMOB MiLeHNLbI C Pa3NNYHbIMU COYeTaHUAMN annenei reHos NAM-1

Annenu reHos NAM-1

YacToTa BCTpeyaemocTun 40 30
KombuHauuv annenen, %

Mpumeuarue. a - rannotun NAM-A1a; d - rannotun NAM-A1d; ¢ - rannotun NAM-ATc; F - yHKumnoHanbHbi annenb NAM-B1; NF — myTaHTHbI annenb NAM-BT;
X - cpefiHue 3HauYeHnA Npr3HaKkoB; SEM - cTaHpapTHas ownbKa cpepHero.

s pacrennit ¢ rammorunom NAM-Ald BeIsSBIEHO yBe-
mmyenne maccsl 1000 3epeH B rpynie ¢ (GyHKIMOHAIBHBIM
amesieM (40.20 r — y rerotunoB d/NF u 44.34 r — y TeHOTH-
1oB d/F). MO)XHO OTMETHTB, 9T0 00pa3itsl ¢ NAM-Ala 6vumn
HanMeHee ITPOYKTHBHBI 110 JAHHOMY TIPH3HAKY KakK B IPyIIe
¢ QynkunoHansHbM (37.97 1), Tak ¥ HEQYHKIIMOHAIBHBIM
(38.93 1) amnensimu NAM-B1. Hanndne MyTaHTHOTO ajiesns
reHa NAM-B [ npuBOIUT K CHIDKSHUIO COJIepsKaHus Oelka oT-
HOCHUTEJIbHO KOMOMHAIMH C ()yHKIIMOHAJIBHBIM aJljIeeM: JIIs
rarmotunoB NAM-Ala B cpennem Ha 3.6 %, NAM-Ald — Ha
2.3 % u NAM-Alc —na 0.6 % (B mociaeaHeM cirydae CHHIXKe-
HHUE CTATHCTHYECKH HEe3HaYnMo). MakcuMajbHOE KoJinye-
CTBO OeJKa B 3epHe HAKAIUIMBAJIN JTMHUH C KOMOMHaImen a/F,
MHUHUMaIbHOE — ¢ d/NF u ¢/NF (cM. 1abm. 2).

Ponb norofAHbIX ycnoBui 1 Nx B3auMmopenicTemne

c reHamu NAM-1 B u3MeHUYNBOCTM NPN3HAKOB
NPOAYKTMBHOCTM N cofepKaHus 6enka B 3epHe

Bre 3aBucuMocty ot ucrions3yemoint moaenu (NAM-A1 x mo-
romHble yenoBust, NAM-B1 x iorogasie yenosus, NAM-A1/B1 %
MOTOJTHBIE YCTIOBHSI) JJIs1 BCEX MPU3HAKOB MTOKa3aHa BHICOKAS
CTaTHCTHYECKAst 3HAUMMOCTD BKJIa [ IOTOHBIX YCIIOBUI rozia
BBIPAIMBAHMS, OTHAKO ITPeoOIalaHue POJTH JAHHOTO (pakTopa
(>50.0 %) ycTaHOBJIEHO TOJBKO B UBMEHYHBOCTH MPU3HAKOB
«BBICOTA PACTCHUS» M «UHCIIO KOIOCKOB B KoJoce». B3am-
MojelcTBre komOouHauu renoB NAM-A1/Bl ¢ morogusIMu

FEHETUKA U CENIEKLMA PACTEHUI / PLANT GENETICS AND BREEDING

YCIIOBUSIMU 3HaYMMO BJIMSET Ha BCE TIOKA3aTENN MPOIYKTHB-
HOCTH MuIeHunbl. OCOOEHHO BBICOK BKJIa]] 3TOTO B3aMMOICH-
ctBust (6osee 60 %) B TUCIIEPCHIO ITPU3HAKOB «Macca 3ePeH
C KoJIoca 1 pacTeHus», «macca 1000 3epen», «IIpoxyKTHBHAS
KyCTUCTOCTbY. Briusinue B3aumonenctust « NAM-B1 X noro-
HbIC YCJIOBUSA» HA NMPU3HAKU NPOAYKTHUBHOCTU HHIKEC, YEM
BKJIIa Apyrux akropos (cM. [Ipunoxenue 5). Uckmrouerne
COCTABJISICT TOJBKO NMPHU3HAK «UUCIIO KOJIOCKOB B KOJIOCE»,
JUIs1 KOTOPOr'O BKJIaJl T€HOTHUII-CPEJOBbIX B3aUMOJIEUCTBUH €
NAM-B1 cocranser 3 %, a ¢ NAM-AI oH CTaTUCTUYECKH
He3HaunM (p = 0.23). Ciemyer OTMETUTB OTCYTCTBHE BITUSIHUS
Ha coziep)kaHue OejKa B 3epHE B3aUMOJCHCTBHS TOTOJAHBIX
YCIIOBHI U BCEX TPEX TEHETUIECKUX (DaKTOPOB.

PaznuuHble TEHOTUIIBI MOTYT IO-Pa3HOMY pEarupoBaTh
Ha M3MEHEHHMsl YCIOBUH Cpelbl. AJTUTUBHOCTh AP (EeKTOB
NAM-A1/B1 m NOTONHBIX yCIOBHU Ha MPOSBICHUE HCCIe-
JIOBAaHHBIX MTPU3HAKOB TECTUPOBAJIH C UCIIOIB30BAHUEM JIOT-
AJIJITUTUBHOM MOJIENIN JINHEHHOI perpeccuu BeO-IpHIIoKEeHUsI
SNPstats. 7151 mpU3HAKOB «BBICOTA PACTCHU», KIIPOTYKTHB-
Hasl KyCTUCTOCTB), «9HCII0 KOJIOCKOB B KOJIOCE», «Macca 3epeH
¢ pacteHus» u «Macca 1000 3epeH» yCTaHOBIIEHO B3aMHOE
ycunerne 3pPeKToB AByX (akTopoB: amneneit NAM-A1/Bl n
TIOTO/IHBIX YCIOBHH. AJTATUBHOE B3aUMO/ICHCTBHE I'E€HOTHIIA
NAM-A1/B1 v cpenpl CTaTUCTHYECKN HE3HAYMMO JIJIsl U3MEH-
YMBOCTH MPU3HAKOB «IJIMHA KOJIOCA», KIUCIIO U Macca 3epeH
B TVIABHOM KOJIOCE», «COZIEPKAHUE OEIKa».
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BbicoTa pacTteHus, cm

npO,ElyKTI/IBHaﬂ KYyCTUCTOCTb, LWIT.

Effect of NAM-T genes on the protein content in grain
and productivity indices in common wheat lines
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PasHuua mexay 3HaueHVAMU NPU3HAKOB NPOAYKTUBHOCTY PacTeHUI NiweHnubl ¢ KombrHaumen d/NF B 2017 1. 1 ppyrumy couyeTaHuAMn annenem
NAM-A1/B1 B norogHo-KnnmaTtnyeckmx ycnosusax benapycn 2017-2021 rr. (pesynbratbl SNPStats).

KombuHauumn annenein NAM-A1/B1: —— d/NF; -o— a/NF; —a— a/F, —— c/F; —— d/F; —a— ¢/NF. YcnoBusa cpefibl: - CAT - cymma aKTVBHbIX Temneparyp;

~¢- [TK - rugpotepmmyecknin KospduLUmeHT; A — ocagKku. Tanbl BereTauuu:

maw; VIOHb; NI0SIb; — === aBIYCT; I’ — KOIGULIMEHT paHroBomn

Koppenaunn CnMpmeHa, KOTOprI7I noKa3sblBaeT CUy CBA3U MeXAyY NPU3HaKaMy NPOAYKTUBHOCTN U MeTeonapameTpamun.

M3MeH4YMBOCTh M3YUYEHHBIX MPU3HAKOB I'€HOTHUIIOB, HE-
cymmx pasnuyable komouHaru NAM-AI1/BI, B ycmoBHuIx
Pa3IMYHBIX BEreTAallMOHHBIX MEPHOIOB OLIEHUBAIM OTHO-
CUTEJIBHO MPOJYKTUBHOCTH pacTeHui ¢ amiensimu d/NF B
2017 . (cMm. pucyHOK). Jlns momcKa METEOpPOIOTUYECKHUX
(hakTOpOB, 00YCIIABIMBAIONINX T€HOTHUII-CPEIOBOE B3aNMO-
JIeiCTBHE, IIPOBEJICHBI: 1) CpaBHUTEJILHBII aHAJIU3 PAHIKUPO-
BaHU aJJIeNBHBIX KoMOWHAImi B ycnoBusax 2017-2021 rr,
2) KOppEISIMOHHBIN aHaIN3 PU3HAKOB MPOAYKTHBHOCTH C
MeTeorapamMeTpamMu (CM. PUCYHOK).

AHann3 K03(pOHUINEHTOB KOPPEISIHH TT0Ka3al, 9TO Ha
OOIBIIMHCTBO N3YYCHHBIX MPU3HAKOB 3HAUMTEIILHOC BIIMSIHUC
OKa3aJIM TIOTO/IHBIC YCIOBUS BO BpeMsi (pa3bl HaJIMBA 3epHa —
I'TK u CAT B urointe. Hanboiree TecHast accomuanys BEIsIBIEHA
Mexay I'TK uronst u BEICOTOR pacTeHHsl, YUCIOM KOJIOCKOB

202

B KOJIOCE, Maccoil 3epeH ¢ pactenus u maccor 1000 3epeH
(cM. pucynok). Bo Bpems (ha3br HanmBa 3epHa MPOUCXOANUT
YCUJIEHHOE MOCTYIUIEHHE MHHEpAIbHBIX U OpPraHMYECKUX
BEILECTB B 3€PHO MILIEHUIbI; HEOIArONPHUITHBIE YCIOBUS B
JAHHBIN TepUO]] CYIIECTBEHHO YXYAIIAIOT €r0 KauyecTBO H
CHIKAIOT ypoxkaitHocTh. OntuMansabil I'TK wuroms (1.2) xa-
paxrepen i cezoHa 2020 1. B utone 2021 . Habnronanuchy
MIPEBEIIICHIE TEMIIepaTypsl BO3AyXa M HEJOCTATOK OCAIKOB
1o cpaBHeHuto ¢ HopMmoH, u I'TK cocraBun Becero 0.4, uro xa-
paKkTepu3yeT JaHHbIN epro/l Kak 3aCyllIuBbIi. B ocTanbHbie
roas! ['TK ntons 3HauMTENbHO NPEBBIILIAT HOPMY U COCTaBUII
2.8,2.8u12.482017,2018, 2019 IT. COOTBETCTBEHHO.
MO’XKHO OTMETHUTD, UTO TEMIIEpaTypa BO3LyXa U KOJIMYECTBO
OCaJKOB Ha MPOTSHKEHUH BCETO BET€TAlMOHHOTO Ieproaa
2020 r. OpUTH OMHM3KY K KITMMATHIECKOW HOPME, YTO CITOCO0-
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CTBOBAJIO MAaKCUMAJIbHOH pean3aliuy NpoAyKTUBHOCTH TIIIIe-
auts! ([Ipunoxenne 8). Yemosus 2021 r. (mepeyBiakHEHHE
MOYB B Mae, 3acyXa B HIOJE, JIOXKJIM B TEPUOJ CO3PEBAHUS
3epHa U YOOPKH ypoxKas) MPUBENIH K CYIIECTBEHHOMY CHH-
JKEHHIO MTOKa3aTeNel yposkaiHOCTH NCCIIEAYEMbIX TEHOTUTIOB
(cm. ITpunoxenue 8).

«BpIcoTa pacTeHMI» — NIPU3HAK C aUTUBHBIM BKJIAJ0M
reHoB NAM-1 n morogHsIX ycioBuil. Hammuane QyHKIHO-
HanpHOTO amneiass NAM-BI1 v rannoruna NAM-A1c acconuu-
POBAHO CO CTAaTUCTUYECKU 3HAYMMBIM POCTOM COJIOMUHBI.
Obecmeuennoe ypnaxkaerne mous (I'TK > 1) Ha mpoTspxernn
Mepro/ia «BBIXO B TPyOKy—IIBETCHHE» CTHUMYJIHPYET POCT
pacTeHH, B TO e BpeMs N30BITOUHOE KOJTMYECTBO OCAIKOB B
UIOJIE-aBTyCTe, HAIIPOTUB, HETATHBHO CKa3bIBAETCS HA BBICOTE
pactenus. Hanpumep, cpeaHsis BICOTa paCTEHUI MIISHHIIBI B
2019 . (xomoaHOE U ChIpOE J1eTO) cHu3Mach Ha 10.6—14.5 cm,
a B OJM3KOM K KimMaTrdeckoit Hopme 2020 1. — yBemuaniach
6onee yem Ha 20 cM oTHOCcHTENnbHO 3HaueHnit 2017 1. Pac-
TeHus ¢ ramaotunom NAM-AIlc HauMeHee YyBCTBUTENBHBI
K CPEeIOBBIM (paKTOpaM, CHIKAIOIINM BBICOTY CTEOIIs, TIpH
9TOM B OJAroNpHsATHBIX YCIOBHSAX MPUPOCT COJIOMHUHBI JI0-
cturaet 10-25 cm.

ITokazaHo, 4TO Ha MPOLYKTUBHYIO KYCTUCTOCTh PaCTEHUI
OTPHUIATEIILHO BIHSIOT TIEPEYBIaKHEHHUE TIOYBBI M OOJIBIIIOE
KOJIMYECTBO OCA/IKOB B aBI'YCTE, YTO CBA3AHO C TOPMOKEHHEM
MPOLIECCOB BTOPHYHOTO POCTA, MOJIEraHNUEM U HAPYIICHUEM
ra3oo0MeHa KOpHeBOi cucTeMbl. C MPU3HAKOM MTOJIOKUTEb-
Ho koppenupytorT I'TK mas u CAT wutons, T.e. oTCyTCTBUE
3aMOpPO3KOB M 3aCyXH Ha CTAJWM KYIIEHUs] U BBICOKAas MH-
TEHCUBHOCTH (DOTOCHHTE3a Ha JTarne co3peBanusi. Pactenus
¢ (yHKIMOHANBHBIM ajiesieM NAM-B1 B OnaronpusTHBIX
YCIOBHAX POPMUPYIOT OOJIBIIIE CTEONEeH 1 3HAYNMO CHIDKAIOT
KyCTHCTOCTb B YCIIOBHSAX BECCHHEH 3aCyXH (CM. PUCYHOK).

Monenu SNPstats He cMOIIM 0OBSICHUTH U3MEHYNBOCTH
JUTMHBI KOJIOCA HU aIJTUTUBHBIM B3aUMOJICHCTBHEM aJlIenei
NAM-A1 n NAM-BI, Hx B3aMOJIEHCTBUEM TI'€HETHYECKUX
(hakTOpOB M ycnoBUii BelpanuBanus. Kak Ha JuimHy kojoca,
TaK M Ha YHCIO KOJOCKOB B KOJOCE OKa3bIBAIOT BIMSHUE
yCIIOBUSI, HaOJIOaeMble Ha dTamax BbIXOJa B TPYOKY M KO-
nomeHus, a uMeHHo — I 'TK B utone. Temnble U 3acylnuinBbIe
ycioBus Masg-uroHs 2018 T. cOmpoBOXKIATICH CHIDKCHHEM
CpefHeH JUTMHBI U YHCiIa KOJIOCKOB B KOJIOCE, OJTHAKO JUIS
MO3/THECTIENbIX TeHOTHIIOB C KOMOWHALMeH ¢/F CHUKEHUE
Yyciia KOJIOCKOB OKa3aJloCh CTAaTHCTUYECKH HE3HAUUMBIM.
Yuciio m Macca 3epeH B ITABHOM KOJIOCE 3aBUCSAT OT OITH-
MaJIbHBIX YCJIOBUH YBJIQXKHEHUS Ha dTale BCXOJOB M KyIIle-
HUSI, CyMMBbI aKTUBHBIX TEMIIEpaTyp Ha dTare KOJIOIIEHUS 1
1BeTeHMs. HeBbIcOKnil ypoxall TIIaBHOTO KOJIOCAa OTMEYEH B
yenoBusix 2017 u 2021 rr., xapaKTepHU30BaBUINXCS HU3KUM
THIPOTEPMUYECKIM KO3 (UIIMEHTOM Masi, HO pa3IUdaBIINX-
Csl TI0 TEMIIEPaTypHOMY U THAPOJOTMYECKOMY PEKUMY Ha
MOCIIEYIOIUX dTanax BereTallMoHHoro nepuona. B 2021 r.
OTMEYEHO MAKCHUMAJIbHOE YUCIO (POPMHUPYEMBIX B IIABHOM
kostoce 3epeH, B 2017 . — MUHUMAaJIBHOE (CM. PHCYHOK).

Macca 3epen ¢ pactenus u Mmacca 1000 3epen — Hanboee
BayKHbIE TOKA3aTeNIM ypOKalHOCTH mueHuusl. [Ipu nocro-
BEPHOH pa3HHUIIEC CPETHUX 3HAYCHUH IPU3HAKOB Y PAaCTCHHUH,
HECYIIMX BapUAHThI KOMOUHAIMK TeHOB NAM-A1/B1, annu-
TUBHOTO BIIUSIHUS T€HETHUECKUE (PAKTOPBI HE OKAa3bIBAIOT.
BHe 3aBHCHMOCTH OT To/ia BBIPAIIMBaHNS KOMOWHAIINY Tarl-
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notunoB NAM-Ala w NAM-Alc ¢ GyHKIMOHAIBHBIM Ba-
puaaToM NAM-B1 acconnupoBaHbI C HE3HAYUTEITHHBIM CHH-
skeHneM Macchl 1000 3epeH OTHOCHTEIHHO KOMOMHAIMN C
He(yHKIIMOHAIIBHBIM BapUAHTOM reHa. Mex1y reHOTHITaMK
d/F n d/NF cymecTBeHHBIX pa3IU4Hui 10 MpHU3HAKaM ce-
MEHHOW NPOIYKTHBHOCTH HE OOHApyXEHO (CM. PHCYHOK).
[TozaHecnensie TeHOTHIBI, Hecylue ramnotun NAM-Alc,
JTAIOT CYIIeCTBEHHBIH mpupocT Maccsl 1000 3epen mpu co-
yeranny Beicokux [ TK B urorte n aBrycre, 4To HaOIIOIaI0CH
B 2019-2020 rT. (CM. pUCYHOK).

Jis popMupOBaHUS 3epHA PACTCHHUS MICHHUIIBI PeMOOH-
JM3HUPYIOT a30T M YIIIEBOBI U3 (HIIaroBOTO JIMCTA, B CBS3U C
4yeM cojiepikaHue Oellka B 3epHE 3aBUCHT OT MHTEHCHBHOCTH
(hoTocuHTE3a U TTOMAIN (POTOCHHTETUIECKON TOBEPXHOCTH
(Lawlor etal., 1989). Boicokwuii ' TK uroHs1 MOXKET OKa3bIBaTH
HEraTHBHOE BIUSHHE Ha COIepiKaHue Oellka yepe3 CHIKeHHE
3THX apaMETPOB — HU3Kasl COJTHEUHAs! MHCOJISILIUS BCIIEICTBHE
BBICOKOH 00JTAUHOCTH M POCT TIIOIIA I ITOPAYKEHUSI IMCTOBOM
TUTACTHHKKM (PUTOMATOreHaMHu B YCIIOBHSIX BBICOKOW BIIaK-
HocTH. B HeOmaronmpusTHBIX A 00LIeH MPOXYyKTHBHOCTH
ycnoBusix 2021 1. pacteHus ¢ (QYHKIIMOHAIBHBIM aJUICJIEM
NAM-B1 nakannuBanu Oosbiie 6ei1Ka, 4eM FeHOTHIIBI C MY-
TaHTHBIM BapHAHTOM I'eHa (CM. PUCYHOK).

O6cyxpeHue
W3y4yeHnHble HAMH COPTA MATKOH IMIIEHUIIBI UMEH TalljIOTHIT
NAM-A1d wniun NAM-Ala, mytanTHbI amnens NAM-BI,
YTO cOIIacyeTcsl ¢ JaHHBIMHU JuTeparypsl. Hampumep, B
KOJJIEKIINM aBCTPAIMMCKUX COPTOB MIIEHUIIBI YalIlle BCETO
BCTpevanch o0pasipl ¢ ramtorunamu NAM-Ala (50.1 %)
u NAM-A1d (28 %), pexxe — NAM-A1b (1.9 %) (Yang et
al., 2018). F. Cormier ¢ xomeramu (2015) B cBOMX HCCle-
JIOBAaHMSX BBISIBHIIM, YTO JJISI OOJBIIMHCTBA COBPEMEHHBIX
€BPOMNEHCKUX COPTOB MIIEHHUIIBI XapaKTepeH UMEHHO TaIlio-
tun NAM-Ald, B 10 Bpems xak NAM-Ala nanbomnee gacto
BCTPEYAETCS y COPTOB C BHICOKMMH XJI€OOTIEKapHBIMH CBOM-
ctBamu. OOPa3IOB MIICHUIIBI ¢ rarioTunoM NAM-A1b B uc-
CIIeZIOBAaHHOI HaMM KOJUIEKIIMHU He 00HapykeHo. B paboTax
3apyOeKHBIX YUSHBIX TIPUBOJIATCS JAHHBIE O HU3KO YacToTe
BCTPEYAaEMOCTH 3TOro ramiotuna. Hampumep, B Koiekuu
u3 795 00pa3oB MIIEHUITH 0OHAPYKEH TOIBKO OIFTH 00pasert
¢ NAM-A1b. CymiecTByeT MPEAIOIOKEHAE, YTO 3TOT TaTlIo-
THUII TTOSIBUJICSI HEIABHO B PE3yJbTaTe PEKOMOMHAIIIH MEXTY
NAM-Ala n NAM-Ald (Cormier et al., 2015).

Hannume ¢ynkumoHanbHbIx ameneit NAM-BI Tonbko
y copoauydel MIIEHHUIBI CPeIU HCCIECTOBAHHBIX HAMU PO-
JUTENbCKUX (hopM MOATBEp)KAAeTCsl NaHHBIMU JPYTHX HC-
cienoBareneil. Tak, B pabore C. Uauy ¢ xomeramu (2006b)
dbyHKIIMOHANBHBINA ajuienb NAM-BI1 oOHapyxeH y Bcex
MIpOoaHaTN3UPOBAHHEIX 42 00pasnoB 7. dicoccoides m'y 17
n3 19 obpasnos 7. dicoccum (Schrank) Schuebl., B To Bpemst
Kak Bce 57 M3y4eHHBIX COPTOB TBEPAOI MIIEHHUIIB! U 34 cop-
Ta MATCKOM MIIEHULBI WIM COIAEpIKalu MHCepuMio 1 1. H.,
wi umenn aenennio rera. Cpeau 367 oOpa3moB MSTKOH
MIIeHUIIBI cTepHeBor koiutekiuu INRA (Dpannus), oto-
OpanHBIX 13 3942 TE€HOTUIIOB PA3TUYHOTO TeOrpadhuIECKOTO
MIPOMCXOXKACHNUS, TOIBKO 5 cofepkaiu (yHKIHOHAIbHbIC
amenu NAM-B1 (Hagenblad et al., 2012). B cBsi3u ¢ Tem, 4T0O
KyJIBTUBHUPYEMbIE B HACTOAIIEE BPEMS COPTA, KaK IPABUIIO,
HE UMEIOT (PYHKIIMOHATBHOTO ayuternst NAM-B1, monydeHHbIC
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HaMU MSTh MHTPOTPECCHBHBIX JIMHUH MIIEHUIBI C JaHHBIM
anyeneM MPeCTaBISIOT OONBIION HHTEPEC AJIS TOBBIIICHUS
KauecTBa 3epHa IIICHUIIBL.

AHanu3 pa3uyui CpeIHUX 3HAYEHUH KOJUYECTBEHHBIX
TIPU3HAKOB B IPYIITIAX, HECYIINX pa3Hble rarutoTuiel NAM-A1,
BBISIBUJI, UTO BO BCE I'OJIbl KCIIEpUMEHTA pacTeHuss NAM-Ala
HMeNI KOPOTKUH KOJOC, HU3KHE Maccy 3€peH C PacTeHUs U
Maccy 1000 3epeH, BeICOKOE copepikaHHe Oelka B 3epHE;
NAM-A1c — MakcUMaIbHBIE BBICOTY PacTEHHsI, TPOAYKTUB-
HYI0 KyCTUCTOCTh U JJIUHY KOJIOCA, HO HU3KHE MOKa3aTeln
03EpHEHHOCTH M MAacCHl CeMsH ¢ konoca; NAM-Ald — mu-
HUMAJIbHBIC BBICOTY PACTEHUsI, KOJIMUECTBO MPOTYKTHBHBIX
mo0eroB ¥ MaKCHMAaJIbHbIE 3HAYECHUS MPU3HAKOB MPOIYK-
THBHOCTH KOJIOCA M pacTeHus. B psge pabor mokasaHo,
4yTO mpucyTcTBue raminotuna NAM-Ala csizano c¢ Oonee
KOPOTKHM IE€PUOJIOM HaJMBa 3epHa M 0OJiee HHTEHCUBHBIM
MIPOIIECCOM PEMOOMIN3AaNN a30Ta, YTO BHI3BIBAET MOBBI-
IICHHYIO OEJIKOBOCTH, HO CHIDKCHHE YMCIIA 3ePECH B KOJIOCE
u maccel 1000 3epeH, B To BpeMs kak Hamuuue NAM-Alc
nm NAM-A1d npuBOIUT K yBETWYEHHUIO MIEPHOA HAINBa
3epHa, B pe3yJbTare KOTOPOTO BO3PACcTAIOT KOJMYECTBO MO-
IJIOLIEHHOT0 a30Ta M ypokaitHocTs nenunst (Cormier et al.,
2015; Alhabbar et al., 2018). CymecTByeT npeanoaokeHue,
ut0 NAM-Ala siBnsiercst GyHKIMOHAIBHBIM BapUAHTOM I'eHa
NAM-A1, penko BCTPEUAIOIIEroCs Y JMUTHBIX COBPEMEHHBIX
COPTOB IIIEHUIIBI, CEIEKIUsI KOTOPBIX BEJAach ITIABHBIM 00-
pa3oM Ha MPOIYKTHBHOCTb.

[TonmyueHHbIe HAMU 1aHHBIE O BHICOKOM YPOBHE HaKoOILIe-
HUsI O€JIKa B 3epHE y TEHOTHIIOB MIIEHHIIBI C TUKUM aJUIeJIeM
NAM-B1 coBnanmaror ¢ pe3ynbTaTaMi MHOTHX 3apyOe:KHbBIX
yueHBbIX. I3yueHne cepun oYTH M30T€HHBIX JIMHUI Ha OCHOBE
MSTKOW U TBEPIOH MIIIEHUIIBI B pa3HBIX cTpaHax mupa (CILIA,
Aprentuna, Mnans, Kuraii, ABcTpanus u Jp.) MO3BOINIO
cJienarhb BBIBOJI, YTO HHTpOrpeccusi PyHKIIMOHAIBHOTO allie-
15t NAM-BI B TeHOM KyJIBTYPHBIX IIIEHUI] 000MX YpOBHEH
TUTOMIHOCTH MPUBOJMT K MOBBIIICHUIO COAEPKaHUS OelKa 1
KJIFOYEBBIX MUHEPAJIOB B 3€pPHE, YJIy4IICHHIO yOOPOYHOTO HH-
JIeKca a30Ta, yBenudeHuto coopa 6emnka (Tabbita et al., 2013;
Maphosa et al., 2014; Mishra et al., 2015; Kuhn et al., 2016).

Ha npotsbkeHnu Bcero nepuoa HaOJIFOICHUI TeHOTHITBI
¢ ¢yHKUMOHANBHEIM ayteneM NAM-B1 xapakTepr30BajInch
OorbI1Ieli BRICOTOH pacTeHHs M TPOAYKTUBHON KYCTHCTOCTEHIO,
HO OoJsiee HM3KMMH TOKa3aTeNsIMHU 110 TPU3HAKaM HPOAYK-
TUBHOCTH KOJIOCA U PACTEHHUS 110 CPABHEHHIO C TEHOTHIIAMH,
HEeCYIIMMH He(QyHKINOHAIBHBIN ayuiesb. OJHako HAMU He
00HapPyKEHO TOCTOBEPHOT'O BIUSHUS AJUIETBHOTO COCTOSHUS
NAM-B1 na maccy 1000 3epeH. B nmuteparype BCTpedaroTcst
CBEICHMS KaK O TOJIOKHUTEIBHOM, TaK U OTPHUIATEIHHOM
s dekre amnens aukoro tuna NAM-B1 Ha OCHOBHBIC KOM-
MMOHEHTHI NMPOAYKTUBHOCTH meHuIsl (Carter et al., 2012;
Maphosa et al., 2014; Kuhn et al., 2016). 3naunmoe yBenu-
YeHHe MPOAYKTUBHBIX CTeONeH y TUHUIA MATKON MIIEHUIIBI C
(hyHKIMOHATBHBIM ajuiesnieM NAM-B 1, ycTaHOBIEHHOE HAMH,
MOKa3aHOo TaKke B paborax apyrux ydensix (Tabbita et al.,
2013; Vishwakarma et al., 2016).

W3BecTHO, UTO HA MPOAYKTUBHYIO KyCTHCTOCTD OKa3bIBa-
10T BIUSIHAE MHOTHE (DAKTOPBI OKPY’KAIOIIEH Cpezbl, BKIO-
yast tocTynHOCTh a3ota (Wang, Below, 1996). Bo3moxHo,
(hyHKIMOHATMBHBIN amnens NAM-BI ciocoOcTByeT (hopmu-
pPOBaHHIO NMPOAYKTHUBHBIX cTeOiield Omarogapst TOMy, 4TO
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BIIMSIET Ha yiydiieHune merabonu3ma asora (Tabbita et al.,
2013). CormacHO 0030pHON CTaThe, B KOTOPOH 0000IIEHBI
JaHHbIe 25 paboT 1Mo M3YYCHUIO BIMSHUS AJJICIBHBIX Ba-
puantoB reHa NAM-BI na 50 npu3HakoB HiueHUNsI, 36 %
HCCIIEIOBAHNI HE MOKA3aJli 3HAYMMBIX PA3IIMYMN IO Macce
1000 3epen Mex Ay FEHOTHIIAMU C pa3InIHBIMYA BApUAHTAMU
aJuIelIsl IAHHOTO TeHa, COOTBETCTBEHHO, 23 1 41 % BbISBUIN
CYIIECTBEHHOE CHIDKEHUE M YBEIMUCHUE TOTO IOKA3aTeNs
y JIMHKH ¢ pyHKIHMOHAIBHBIM ajuieneM. CleayeT OTMETHUTb,
4TO B OOJIBIIICH YacTH HcciaenoBanuii (79 %) He yCTaHOBIICHO
CTAaTHCTHYECKH 3HAYMMOTO BIUSHUS TonmuMopusma NAM-B1
Ha ypOXKalHOCTb MILEHULBI U TOJIBKO B 4 % uccienoBaHui
[IPOJIEMOHCTPUPOBAHO CHU)KCHUE YPOXKAUHOCTU Yy JIMHUHI
¢ ¢ynknuonansHeM aytenieM (Tabbita et al., 2017). Takoit
(haxT OOBSCHSIOT IOJOKUTEIILHBIM BINSHAEM (DYHKIIMOHAb-
HOTO ajuiesisi Ha (GOpMUPOBAHKE POYKTHBHBIX CTEOIEH, TaK
KaK IMEHHO 0J1arofiapsi BBICOKOH MPOAYKTUBHOM KyCTHCTOCTH
HE TPOMCXOIHUT CYIIECTBEHHOTO CHIDKCHHS YPOXKalHOCTH
3epHa, Jake HECMOTPS Ha HU3KYIO ITPOYKTUBHOCTh KOJIOCA
(Tabbita et al., 2013).

Orenka > dekra mectr komOuHarwi ayrerneit NAM-A1/B1
Ha yPOBEHb MIPOSIBICHUS PsAa XO3HCTBEHHO MOJIE3HBIX MPH-
3HAKOB IIIEHUIIBI [TOKa3aja, YTO MaKCHMalbHas BbICOTA U
MPOAYKTUBHAS KyCTHCTOCTb XapaKTEpPHBI JUIsI TEHOTHUIIOB
¢/F, BbICOKasi MPOJYKTUBHOCTh KOJOCA W PACTEHMS — JUJIsS
d/NF, nan0oJpiasi KOHIIEHTpanus O0eka B 3epHe — i a/F
(cM. Tabn. 2). IToxoxkue pe3ynbTaThl IPeICTaBICHBI B padoTe
(Alhabbar et al., 2018) 110 U3y4YeHUIO BIMSHHS AJUICIBEHOTO
coctaBa reHoB NAM-] Ha 3((HEeKTHBHOCTh MCIIOIB30BAHUS
a30Ta, MPOYKTUBHOCTb U COZIEpXKAaHUE Oelka B 3epHE ITIIe-
Hulbl. B naHHOM nccnenoBanuu copt Mace, nMerouiuil He-
(hyskunoHansHbIN amnens NAM-BI u ratutotunt NAM-Ald,
3HAYMMO TPEBOCXO/IMII OCTAIBHBIE TEHOTHUIIBI IO YPOXKaHHO-
CTH, HO COJIEpKaJl MUHUMAaJIbHOE COZIepyKaHue OesIKa B 3epHe.
Copra, coderaromue (GYHKIHOHAIBHBIA aJUIeNh C Pa3Ind-
HbIMM ramiotunamMmu NAM-A1, uMenu BbICOKOE COJEp>KaHue
OeJika B 3epHE, B TO BPeMsI KaK MEKIYy MyTaHTHBIM aJuleJieM
U coziep’KaHMeM OelKa B 3€pHE BBISBIECHA OTPUIATENbHAs
KOppessinysi, He3aBUCcUMO oT ramtotunia NAM-A1 (Alhabbar
etal., 2018).

Coueranue reHoB NAM-A1/B1 oka3ano 3HaYNMOE BIHSTHHAE
Ha (opMHpOBaHME BCEX M3YUYEHHBIX NMPU3HAKOB MIICHUIBI,
IIPU 3TOM Macca 3epHa C PaCTeHHs] CTaTUCTHUYECKHU HE 3a-
BucHMa OT ramnoruna NAM-AI, a niuHa Kojjoca M Macca
1000 3epen — ot amnenst reHa NAM-B1. Heo0xomumo Takxke
OTMETHUTb HEBBICOKHI COBMECTHBIN BKJIAJ 9THX JIBYX [€HETH-
4YecKrX (PaKTOPOB B MI3MEHIMBOCTH OONBIIMHCTBA N3YYEHHBIX
MpU3HAKOB NpoxyKTuBHOCTH (7.59—18.75 %), HO 1pH 3TOM
npeobnananne NAM-A1/Bl B U3MEHYMBOCTH COJICpPIKaHUSI
6emka B 3epHE (72 %).

W3BecTHO, 4TO, KPOME TEHETHUECKOTO KOHTPOJISI, YpOoXKan
1 €ro KOMITOHEHTBI HAXO/ISATCSI [10/] 3HAYUTEJIbHBIM BIUSIHUEM
(haxTopoB BHemHeH cpenbl (Ahmed et al., 2020; Kronenberg
et al., 2021). B Hamem uccienoBaHUU MMOKa3aHa BBICOKAs
CTaTUCTUYECKas 3HAYMMOCTh BKJIa/1a OTOHBIX YCIOBUHN IS
M3MEHYMBOCTH KOJIMYECTBEHHBIX MPU3HAKOB MIIeHAIBI. Oco-
OeHHO 3HauMTENbHAst POJb AaHHOTO (akropa (6osee 50 %)
BBISIBJICHA JJI JIUCIIEPCUM IIPU3HAKOB C IIMPOKOM HOPMOH
peaKnuy ¥ BICOKMM KO3 (QHUIIMEHTOM BapHaIU1, CUIBHO 3a-
BHUCSIIINX OT TEMIEPATyPbl OKPY>KaroIIei cpe/ibl U KOIMNUeCTBa
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0CAJIKOB, — «BBICOTA PACTEHHS» U «UHCII0 KOJIOCKOB B KOJIOCE.
J11s1 OCcTanmbHBIX M3yYSHHBIX IPU3HAKOB JI0JIS1 H3MEHUUBOCTH,
00yCIIOBIICHHASI TOTOTHBIMH YCJIOBUSIMH, ObIJIa CYIIECTBEHHO
HIDKE U Haxoawiach B Auanasone 1.57-18.48 %, a Gonbioe
3HaYEHNE NMEIIO B3anmoaeicTteue «NAM-A1/B1 X morogHbie
ycioBus» (> 60 %). CormacHO HAIIMM JTAaHHBIM, BIIHSTHHC
B3auMojeiicTBus «NAM-B1 X IOrofHble yCIOBUS» HA MPH-
3HAKU NPOAYKTUBHOCTH HIKE, UM BKJIAJ IPYTHX (haKTOPOB,
a JUTS MPU3HAKOB «JUIMHA KOJIOCa», KIUCIIO 3E€PEH € KOJIOCa»
U «coziepKaHue OesIKa B 3epHe» OH CTaTUCTHYECKU HE3HAUYUM
(cwm. Ipunoxenwne 5).

CrnexyeT moqUEpKHYTh BEICOKYIO OO BIUAHUS NAM-B1
Ha ypoBeHb HakoruieHus 6enka (70 %), 4To HapsIy C HU3-
KIM BKJIaJIOM TIOTO/IHBIX YCIIOBUI M OTCYTCTBHEM T'€HOTHII-
CpPE/IOBOTO B3aMMOJICHCTBHS yKa3blBacT Ha 3(h(PEKTHBHOCTD
MHTpOrpeccuu (PyHKIIMOHAIBHOTO aJUIessl JUIsl YTyqIlIeHUsI
Ka4yecTBa 3€pHA MIIEHULB! B ychnoBusix bemapycu. B psage
paboT 3apyOeKHBIX YYEHBIX ITOKa3aHO 3HAYMMOE BIIMSTHHE
B3auMojeiicTBus «NAM-BI * cpenay» Ha MPU3HAKU TPOTYK-
TUBHOCTH M KadecTBa 3€pHa MineHusl. Hanmpumep, B uccie-
nosanuu (Carter et al., 2012) ycraHOBICHO, YTO pa3nyus
YCJIOBUM Cpellbl BIUAIOT Ha dKCIpeccuto rena NAM-B1, uto
OTpaHNYUBAET UCTIOIb30BAHNE HHTPOTPECCHH (PyHKIHOHAb-
HOTO aJUTeINs JUIS TTOBBIIICHNS] YPOBHS HAKOIUICHUS O€JKa B
3epHe POBOH MIIEHUIIBI B PETHOHAX ¢ KOPOTKUM BETeTaI[OH-
HBIM TieprofoM. OgHaxo npu u3ydeHun 3dpdexroB NAM-B1
Ha o0Iee cozpepkanue Oelka B 3¢pHE M OCHOBHBIC KOMIIO-
HEHTBl YPO)KaHHOCTH MSTKOW HILEHUIBI B APreHTHHE JUIs
OOJNBIIMHCTBA U3YUEHHBIX IPU3HAKOB (B TOM YHCIIE AJISI Mac-
cwl 1000 3epeH u coepxanust 6eka) He TToKa3aHo 3HaYNMO-
ro B3aumogaeiicteus « NAM-B1 x cpena» u « NAM-B1 x reHo-
THUII», TIPA 3TOM BINSHHE (PAKTOPOB KTEHOTHID» U «CPEIa»
6bu10 cTatucTryecku 3HaunMo (Tabbita et al., 2013).

3aknioyeHune

BriepBble ycTaHOBIIEHBI M 3aPETUCTPUPOBAHBI B MEXKAyHA-
poaHoit MosekyisipHo#t 0a3e manHbiXx GenBank monHopas-
MepHBIE HyKJICOTHAHBIC TTOCIEeA0BaTeNbHOCTH TeHa NAM-A 1
o6pasuos 7. kiharae, T. speltak-1731, T. dicoccoides xk-5199,
T dicoccum k-45926. VccnenoBaHHble 00pa3iibl POJCTBEH-
HBIX BUIOB MSTKOM MHINEHHIBI MMean ramtotunt NAM-Ala,
3a nckmouenueM 7. spelta x-1731 (NAM-Alc). ns copros
T. aestivum xapaktepHbl Kak ramaotunnt NAM-Ald, Ttak u
NAM-Ala. Cpenn poauTenbckux (opMm (yHKIHOHATHHBIN
anyens rena NAM-B1 oOHapy»keH TOJIbKO y 00pa31ioB BUIOB-
coponuueil. UHTporpeccuBHble JTUHUM, KaK MPaBUiIO, Ha-
CIIeZIOBAIA BapHaHTHI TeHOB NAM-] MCXOIHOTO COpTa TIIie-
Hutsl. M3 22 uatporpeccuBHbIX JUHUM ramotun NAM-A1
POJICTBEHHOT'O BU/Ia BBISBICH Yy 6 JIMHUH, a (DYHKIIMOHAIb-
Heiid amnens NAM-BI —y 5. Jluaun 13-3 T dicoccoides *
®Oecrusanbras (a/F) u 7 T. spelta x-1731 x CaparoBckas 29
(¢/F) nmenu ramorun NAM-A1 v annens NAM-BI1 ot T. di-
coccoides u T. spelta cOOTBETCTBEHHO.

Pe3ynbrarThl reHOTUITMPOBAHUSI MHTPOTPECCUBHBIX JINHUIH
MSTKOH HIIEHUIIBI U POAUTENBCKUX (opM 1o renam NAM-A 1
1 NAM-B1 comioCTaBIeHBI C pe3yIIbTaTaMHt ITOJICBBIX HCIIBITA-
HUI B ycroBusix benapycu n JaHHBIMY aHAIN3a COIEPKAHUS
oenka B 3epre 2017-2021 rr. Coueranue renoB NAM-A1/B1
0Ka3aJl0 3HaYMMOE BIMSHUE HAa (JOPMHPOBAHHE BCEX M3Y-
YEHHBIX MIPU3HAKOB IIISHHIIBL, IPH 3TOM Macca 3epHa ¢ pac-
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BnusaHue reHoB NAM-T1 Ha copepaHue 6enka B 3epHe
1 NoKa3saTenun NPoAYyKTUBHOCTU Y IMHWIA MATKON NLIeHNL|bl

TCHHS CTATHCTHYCCKU He3aBHCHUMa OT rariotuna NAM-A1,
a mumHa Komoca 1 Macca 1000 3epen — ot amtenss NAM-BI.
CoBMECTHBIH BKJIaJl ATUX JBYX T'€HETHYECKNX (DaKTOpOB B
M3MEHUYMBOCTH XO3SIHCTBEHHO BaXKHBIX IIPU3HAKOB COCTABIISIET
ot 8—10 % (macca 3epHa ¢ pacteHus u macca 1000 3epen) 1o
72 % (HakoruieHne OesKa B 3epHe).

Jist GoNbIIMHCTBA M3YYEHHBIX MPU3HAKOB JO0JISI U3MEH-
YUBOCTH, 0OYyCIIOBJIEHHAs! MTOTOAHBIMHU YCIOBHSIMH, ObliIa
HeBennka (1.57-18.48 %). Camas TecHast KOppessius ycra-
HOBJICHA MEX1y OOJIBIIMHCTBOM H3YYEHHBIX MPU3HAKOB M
I'TK B a3y mammBa 3epHa. B3aumoneticteue «NAM-A1/B1 %
MOTOHBIE YCIOBUS) ompenenseT 65—71 % u3mMeHunBOCTU
MPU3HAKOB 3€PHOBOM MPOIYKTUBHOCTH IMIICHUIIBI, HO MPH
3TOM HE 3Ha4MMO Ul CopepkaHus Oenka B 3epHE. Bkian
B3auMojeicTBust « NAM-B1 X NOronHbIe YCIOBUS» Ha KOIH-
YEeCTBEHHBIE IPU3HAKU HIKE, YEM BKJIA]] IPYTHX (aKTOPOB,
a JITsl TPU3HAKOB «JUTHHA KOJIOCa», «IUCIIO 36PEH C KOIOCca» ’
«cozeprkaHne Oellka B 3epHE» OH CTaTUCTHUCCKH HE3HAYNM.
BeisiBneno, uro Hanmume GyHKInoHanbHOro amens NAM-B1
obecriedrBaeT BEICOKHH YPOBEHb HAKOIIJICHUS O€IIKa B 3epHE
HE3aBHCUMO OT IIOTOAHBIX YCIIOBHH U TIPH 5TOM HE MPUBOANUT
K CylIecTBeHHOMY CHIDKeHHI0 Macchl 1000 3epeH.

Ormenka > dekra mectr komOuHaIwi anmeneit NAM-A1/B1
Ha YPOBEHB IPOSIBIICHHS PsiJia XO3IHCTBEHHO ITOJIC3HBIX MTPHU-
3HAKOB IIICHHIIBI T0Ka3aja, YTO BBICOKAs! MPOIYKTHBHOCTh
KOJIOCA U PAaCTEHHMs, HO HU3KUH ypOBEHb COAEpKaHUs Oenka
B 3€pHE XapaKTepHbI JJIsi TeHOTHIIOB d/NF, Hanbosbmas
KOHIIGHTpalusi OelKa U HEBBICOKHE TOKa3aTesid 10 OCHOB-
HBIM ITPU3HAKaM MPOAYKTUBHOCTH — A7st @/F. OnTuManbHoe
COYETaHNE N3yYCHHBIX MTPU3HAKOB ITIICHHIBI BBISBICHO JIIS
reHoTHITOB d/F. [loy4eHHbIe pe3yabTaThl CBUACTEILCTBYIOT
00 3(phekTHBHOCTH HHTpOTPECcCHU (PYHKIIMOHATEHOTO aJlIeIIst
NAM-B1 ot BUI0B-COpOANYEH! IS TOBBIILIEHHS MTUTATENBHOMN
LEHHOCTH MSTKOM IIICHUIIBI.
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MopdoreHeTnuyecke 0COOeHHOCTM PepOAYKTMBHOM O110JI0TUN
B CeJIEKIIMU caXxapHOIi CBeKJIbl (Beta vulgaris L.)
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Bcepoccninckuii HayuHo-uccnefoBaTeNIbCKUN UHCTUTYT CaxapHO CBeKnbl 1 caxapa um. AJ1. Masnymosa, noc. BHUNCC, PamoHckuin paiioH,
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AHHoOTauusA. B 0630pe paccMoTpeHbl npoLeccbl MopdoreHesa, 3a4eiCTBOBaHHbIe NMpU pa3paboTke METOAOB pas-
MHOXEHUA 1 CO3AaHNA HOBOIO UCXOLHOMO MaTepuana caxapHow cBeksibl. lokasaHo, UTo MeToAbl MapTUKYNALNN,
MUKPOKIOHWPOBAHWA in Vitro N KNEeTOYHOW cenekunm, oTpaxas Hernonosble GOpMbl PenpoayKUnmM pacTeHui, no-
BbILLAIOT Pe3yNbTaTVBHOCTb CENEKUMOHHbIX SKCMepuMeHTOB. [puBeaeHbl AaHHble NMPYMEHEHNA METOLOB KyJbTy-
pbl in vitro, COXpaHALWMNX CKINOHHOCTb PacTeHUI K BEreTaTUBHOMY Pa3MHOXEHWIO Y CTUMYTIMPYIOLLUX NOBbILEHWE
reHeTUYeckor M3MEHYMBOCTU NPWY UCMONb30BaHUM MyTareHOB STWIMEeTaHCYyNbdoHaTa, METOAOB reHeTUuyecKom
TpaHchopmauuy (6akTepurasnbHble reHbl mf2 n mf3) n cenekTBHbIX areHToB (oHbl Cd*™t 1 abcumsosas kucnoTa).
OTpaeHbl pe3ynbTaTbl MPUMEHEHUA METOLOB OLEHKU CTENEeHN CaMOHECOBMECTUMOCTU pacTeHuit: GpnyopecueHT-
HOWM MUKPOCKONUU, LMTOGOTOMETPUN, U ONpeaeneHna YPoBHA GUTOTOPMOHOB 1 COfep»KaHUA HYKNENHOBBIX KUC-
NoT B AApax KNeToK ANA MPOrHO3MpoBaHNA 3aBA3bIBAEMOCTU ceMaAH. BbiABNeHO, YTo anuTenbHOe camoonblineHne
pacTeHuin BbI3bIBaeT CHIKEHUE GepTUAbHOCTU MblfbLEBbIX 3€PEH, CTEPUIN3ALNI0 MYXKCKUX FaMeT 1 obpa3oBaHue
NUCTUNOANIAHBIX LBeTKOB. CamodepTubHble pacTeHNA, BbieNeHHble 13 3TUX JIMHUIA, CyXKaT 3aKpenutenamm cte-
punbHocTy. B 0630pe npoaeMoHCTp1pOBaHa Posib anoMUKCKCa B peanmsanm U3MeHYMBOCTY NPU OHTO- 1 usore-
HeTMYecKoM pa3BuTUK pacteHmin. OTpaxeHbl Mopdonornyeckrie 0cobeHHOCTY Pa3BUTUA NONOBbIX Y COMATUYECKIMX
KNeToK 3apofpblweli in vitro npu ¢popmMrpoBaHUM NMPOPOCTKOB Ha OCHOBe (GriopanbHON 1 BereTaTMBHON 3M6pIo-
nporeHnu. MprMmeHeHe MonekynspHo-reHeTndecknx Mapkepos SNP 1 SSR, obnagatowmnx BbICOKMM YPOBHEM MO-
numopdr3ma, okaszanocb 3GdEKTUBHBIM A1A XapaKTEPUCTVKM CO34aBaeMoro cenekLyoHHOro matepurana rubpuaos
npv NpoBefeHnn CKpelrBaHuii. iHTepec ana cenekummn npeacTaBnAaIoT NCCNeA0BaHNA NCXOAHbIX MaTepranos ca-
XapHOW CBEKJbl HA HaNMYMe MUHMCATENIINTHbIX TOKYcoB TRs, NO3BOMMBLLME BbIABNATL pacTeHuA-onbinuteny O-tuna
(3aKkpenuTenb ctepunbHocTy) 1 pacteHna MC (MykckocTepusbHble) dopmbl. Co3haHHbIA MaTepuan MOXeT HalTu
LUIMPOKOE MCMOMb30BaHWe B CeNEKLMOHHOW paboTe Npu co3aaHnm rubpraHbix Gopm, CoKpallas CPoKM cenekuun B
2-3 pa3a. O6cyxpaatoTca nepcneKkTMBbl Pa3paboTKM 1 BO3MOXHOCTY MPUMEHEHUA HOBbIX METOA0B U OPUTrMHANbHbIX
CXeM B reHeTunKe, 6BOTEXHONOMMN U CeNeKLUM CaxapHOW CBEKJIbI.

KnioueBble cnoBa: caxapHas CBeK/a; penpomykums; mopdoreHes; sMOpUONLOreHns; MONeKynsapHble Mapkepbl;
CaMOHEeCOBMECTMMOCTb; LiToMnasMaTmyeckasn My»ckaa ctepunbHocTb (LLIMC); anommukcmc.
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Morphogenetic peculiarities of reproductive biology
in sugar beet (Beta vulgaris L.) breeding

T.P. Zhuzhzhalova®), A.A. Nalbandyan, E.N. Vasilchenko &, N.N. Cherkasova

The A.L. Mazlumov All-Russian Research Institute of Sugar Beet and Sugar, vil. VNIISS, Ramonsky district, Voronezh region, Russia
® biotechnologiya@mail.ru; vasilchenko@inbox.ru

Abstract. This review considers the processes of morphogenesis used in the development of propagation methods
and the creation of a new starting material for sugar beet. It has been demonstrated that methods of particulation,
in vitro microcloning and cell breeding that reflect non-sexual forms of plant reproduction increase the effectiveness
of breeding experiments. The review describes the in vitro culture methods maintaing a tendency in plants for vege-
tative propagation and stimulating increase in genetic variability of properties when mutagens such as ethyl metha-
nesulfonate, alien genetic structures with mf2 and mf3 bacterial genes in Agrobacterium tumefaciens strains, and
selective agents (Cd** ions and abscisic acid) are incorporated into plant cells. It presents the results of using fluores-
cent microscopy, cytophotometry, biochemical analysis and determining the level of phytohormones and content
of nucleic acids in nuclei for forecasting the seed setting ability. It has demonstrated that long self-pollination of
plants causes decrease in fertility of pollen grains, resulting in the sterilization of male gametes and the appearance
of pistillody flowers. Self-fertile plants isolated from these lines serve as sterility fixers, while the apomixis elements
increased the ovule number, additional embryo sacs and embryos. A role of apomixis in contributing to variability in
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the onto- and phylogenetic development of plants have been substantiated. The review reflects the morphological
features of the in vitro development of sexual and somatic cells in embryos during the formation of seedlings based
on floral and vegetative embryoidogeny. Use of the SNP and SSR (Unigenes) molecular-genetic markers having a
high polymorphism level has appeared effective to characterize the developed breeding material and hybrid com-
ponents when carrying out crossings. The study of sugar beet starting materials for the presence of TRs mini-satellite
loci making it possible to reveal O-type plants-pollinators (sterility fixing agent) and MS-form plants are of interest
for breeding as well. The selected material can be widely used in breeding to produce hybrids, allowing for a 2-3-fold
reduction of the development period. The review also discusses the prospects for the development and implementa-
tion of new methods and original schemes in sugar beet genetics, biotechnology and breeding.

Key words: sugar beet; reproduction; morphogenesis; embryoidogeny; molecular markers; self-incompatibility;
cytoplasmic male sterility (CMS); apomixis.
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BBepeHune

[epBble uccneno0BaHus pEIPOIYKTUBHBIX CBOMCTB CaxapHOM
CBEKJIBI OTHOCATCA K Hawamy XX B. B 3TOT mepmoz Obutn
OIpeIENIEHbl CUCTEMATHYECKOE MOJI0KEHNE H ITyTH 3BOJIIOLUN
JIAHHOTO BHU/A, MPOBEACHO M3yYCHHE dMOPHOIOTHUCCKUX
3aKOHOMEPHOCTEH M MOP(OIOTHIECKUX CBOICTB OPTraHOB,
TKaHE! U KJIeTOK pacTeHui. HaxoasaT orpaxkeHue uccienona-
HUSI 0COOCHHOCTEH Pa3BUTHS [IBETKA CaAXapHOU CBEKJIBI, (hop-
MHUPOBAHUSI MBUIBHUKOB, MBUTBIEBBIX 3€PEH. YCTAHOBICHBI
AHATOMUYECKHE ¥ SMOPHOIIOrNIeCKNE 3aKOHOMEPHOCTH pas-
BUTHSI CEMsI3a4aTKa, 3apO/ibliIa U CEMEHH, MOATOTaBINBAETCS
aTac PUCYHKOB IO aHaTOMUU Beta vulgaris, Tae npencTas-
JIEHBI OCHOBHBIE MOP(OJIOrnYecKne MPU3HAKK 3TOTO BUAA.
B nanpuelimem Oosnee riryOoOKHMe MCCIEIOBaHMS BKIFOYAIIH
npotecchl GOPMHUPOBAHKS IIBETKA U €r0 JIEMEHTOB, CTa/IUH
PEAYKIMOHHOTO JIEJICHHS, 3TaIlbl 00Pa30BaHN MBLIBIIBI, 3aP0O-
JIBIIIICBOTO MeIlTKa, (POPMUPOBAHMS 3apOJIbIIlIa M CEMEHH. JTO
CTaJIO CTAPTOM IIUPOKOTO PA3BEPTHIBAHUS pabOT MO FeHETHKE
1 CEJICKIIMH JTAaHHOW KYJIBTYPBI M ITOCITY>KMIIO 0a30ii uist 1o-
CTaHOBKU CEJIEKIIUOHHO-T€HETUUECKUX IPOrpaMM, CTUMYIH-
pys co3/aHHE MEPBBIX MHOTOCEMSHHBIX COPTOB-TIOMYISAIINN
caxapHoii cBekisl (Mazmymos, 1970).

Bropas nonosuna XX B. cTana NepexoaHbIM IEPUOIOM OT
MOTMYJISIIIMOHHOM CENIEKIINH K CO3[aHNI0 THOPHUIOB PACTCHUN
CBEKJIbI C MPU3HAKAMHU LUTOILIA3MAaTHYECKON MY>KCKOH CTe-
puibHOCTH (LIMC), pa3aenbHOIUIOJHOCTH U TTOBBIIICHHOTO
YPOBHS IUIOMIHOCTH. DTOMY COJEHCTBOBAIHM PE3YyIbTATHI
M3YYEHUsI CTPYKTYPbI KAPHOTHUIIA BUIOB posia Befa, ocoOeH-
HOCTEN MHUTO03a, pa3BUTHsI TCHEPATUBHBIX OPraHOB, OILION0-
TBOpPEHHS M 3MOpHOTeHe3a MPpH CO3JaHUU MOJIHUIIONO0B U
CaMOOTIBIJICHHBIX JINHUH. Pe3ynbrarel mo3Bommm 000CHOBAaTh
HOBOE HalpaBJIeHUE B CEIEKIIMOHHOM padoTe 110 MOy YeHHIO
reTepPO3UCHBIX THOPHUIOB, 001 IaI0NINX BEICOKOH YpOXKaliHO-
cThio U caxapuctocThio (bankos u np., 2017). [Homydenuto
BBICOKOIIPOIYKTUBHBIX T€HOTUIIOB C L[EHHBIMU NpPU3HAKA-
MH CII0COOCTBOBAJIO U3yUEHHE PETIPOTYKTHBHBIX IIPOLIECCOB,
00eCTIIeYNBaOIINX TeHETHYECKYI0 H3MEHUMBOCTE IO MOp(ho-
JIOTUYECKUM, [IMTOJIOTHYECKIM M ONOXUMHUYECKUM IIPU3HAKAM
(Simko et al., 2012; Stevanato et al., 2015).

PenponykruBHast OHONOTHST PACTUTEIBHBIX OPTaHU3MOB
BKJIIOUAET YETHIPE INIABHBIX YPOBHS PA3BUTHUS: MOJIEKYISp-
HBIA U CyOKJICTOUHBIN, KIETOYHBIH, OPraHU3MEHHBIN U I10-
MYJSIMUOHHBIN, OTpa)karolKMX CBOMCTBA pacTEHUH MPU BOC-
npousBeneHnH moromcra (Manenknii, 2005). [Toatomy npu
N3yYCHNH CEJICKIIMOHHOTO MaTepralia CaxapHoH CBEKIIbI ITPH-

MEHSIOT MIUPOKHH KPYT METOOB, KaCAIOIIMXCS PA3IUIHBIX
THUIIOB PENPOAYKIMN PACTCHUH, C UCTIOIH30BAaHUEM TCHETH-
yeckoro mapkuposanus (Banzal et al., 2014), uutonoruu,
smbpuornoruu, ¢usnonoruu, mopgonoruu (Paesold et al.,
2012; Tomaszevska-Sowa et al., 2017). B mpouecce uccie-
JIOBAaHUH YyYUTBIBAETCS CHIELU(PHKA PEIPOLYKIUH PACTEHUN
B OTHOIIEHHH MHOTOBAPHMAHTHOCTH CITIOCOOOB 00pa30BaHUS
WHJIUBUYYMOB (TTI0JIOBOM, OECIIOINBIN, aTOMHKCHC), pa3ind-
HBIX IyTed MopdoreHesa (3MOprorenes3, SMOpPHUONIOreHEe3 1
TEeMMOPHU30TEHE3) W THUITOB Pa3MHOKEHHS (CEMEHHOE, Bere-
taruBHoe) (barpirnna, Bunorpanosa, 2007). Takoit moaxon
TMO3BOJIACT MPOTHO3UPOBATH T'CHOTHUII IOTOMCTBA U OTKPBIBACT
HOBBIE MEPCIIEKTUBbI B YMPABICHUHN OTJEIbHBIMU 3TallaMu
OHTOTEHE3a U NPH pa3paboTKe OPUTHHAIBHBIX CEJICKINOH-
HBIX nporpamm (Manenkas, Maneuxwuii, 2010; baprenes u
ap., 2018).

B Hacrosiee Bpemst B CEJICKIMHN pacTeHUH Hanbosee ak-
THUBHO MPUMCHSAIOTCA METOABI MOJICKYJIAPHOI'O MAPKUPOBAHMA.
Beicokast yacToTa BCTPE4aeMOCTH MOJICKYIISIPHBIX MAapKEPOB
B reHoMe, OOHapyKuBaeMast ¢ TOMOIIBIO YHUBEPCAIbHBIX U
MOCTOSIHHO Pa3BHBAIOIIMXCSI METOIOB aHaJM3a, M03BOJISIET
ucnons3oBats JJHK-mapkeps! B cenexmun (Xmectkuna, 2013).
DTO 1aeT BO3MOXXHOCTB HE TOJIBKO TOUYHO M OBICTPO BBISIBIISITH
IeHETHYECKOE Pa3HO00pasue MOy, JUHUN 1 THOPU/IOB
CaxapHOW CBEKIIbI, HO M ONPEENSATh CENCKIMOHHYIO IICH-
HOCTb PACTHTEJIFHOTO MaTepHaia, CO3/1aBaeMOr0 OIBITHBIM
nytem (Hanbanass u ap., 2020). Haubonee 3¢ pexTnBHbIM
CUMTAETCS MCIOIB30BAaHIE MOJEKYISIPHBIX MapkepoB ISSR
(Inter-Simple Sequence Repeats), SSR (Simple Sequence
Repeats), SNP (Single Nucleotide Polymorphism).

Hens HacTosmieit paboThl — 0000IIEHIE JINTEPATYPHBIX
1 COOCTBEHHBIX JJAHHBIX W METOJIOB, IIPUMEHIEMBIX JUIS Xa-
PaKTEpPUCTUKU MOP(OTreHETHUECKOTO MTOTEHIINAIA CaXapHOH
CBEKJIBI HA PA3HBIX ATAIAX €€ PA3BUTHSL.

PenpoayKuusa BereTaTnBHbIX TKaHe pacTeHUin
Haprukynsuus. g crabunusanum Hanbosiee IEHHBIX
MMPU3HAKOB 1 CBOICTB CCJICKIIMOHHOI'O MaTrcpuaia CaX&pHOfI
CBCKJIbl YaCTO HCIIOJB3YIOT CIIOCOOHOCTh PACTEHHMA K pas-
MHOXCHHIO BETCTATUBHBIM HYTeM, qTO O6yCJ'IOBJ'IeHO 0CO-
66HHOCT}'{MI/I MOp(l)OJ'IOFO—aHaTOMI/I‘ICCKOFO CTPOCHUS KOpHE-
10713, CTeOIIs, POCTOBBIX MOYEK U MX MPEe0Opa30BaHHEM B
OHTOI'CHE3C.

IIponeccsl pocTa 1 pa3BUTHsI paCTEHUH MOCE MPOpacTa-
HUSI CEMSTH BKJIIOYAIOT (POpMUPOBAHKE JIMCTOBOTO arapara 1
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KOpHEr10/10B. OOBIYHO B ATOT NEPHOJI BEPXHSIS 4aCTh KOPHE-
TUTONIA — «TOJTIOBKAY — MPEICTABIISIET COOOH KyTOI000pa3HbIN
YKOPOYEHHBIH CTeOeINb, T/Ie JIUCThS PACIIONAraroTCs 10 THITY
pozeTkH. B 1ieHTpe po3eTKy NMeeTcsl BepXyIleyHas 104Ka, y
OCHOBAHHS JINCTHEB — MA3yNIHbIEC TTOUYKH, (POPMHUPYIOIINECS
MyTEeM OpraHoreHe3a.

VYenex BEreTaTMBHOIO Pa3MHOXKEHMS B 3UMHMI IIEPUOJ
HaJIEKHO OTIPEIEIsIeTCs MPEIBAPUTEIBHBIM HCIOJIb30BAaHNEM
Tnpolecca IpOBU3aLNH, 00ECIIEUNBAIOIIETO AITUTCHETHIECKUE
HN3MCECHCHUA DKCIIPECCHUU I'CHOB, BbI3BIBAIOINX PA3BUTHUE pac-
teHui mocne sposmzanuu (Illesemyxa, 1992; JlytoBa u ap.,
2010). Habmromaemasi akTHBU3AIMS MEPUCTEMATHICCKUAX
TKaHel (¢esutoreH, KaMOuii), CTUMYJIUPYIOIIasi Ha KOpHE-
IJI0AAX Pa3BUTHE BEPXYLIEUYHON U MTA3yIIHOM [TOYEK, a 3aTEM
[EHTPAIBEHOTO U OOKOBBIX ITOOETOB, oOecmeunBaia ObICTpoe
pa3MHOXKEHHE CEJICKIIMOHHOI0 Marepuaa IyTeM TpaBMaTH-
yeckoit maptukymsnuu (bapeikuaa u ap., 2004). [{ng storo
0TOOpaHHBIE M3 CYNEPAIUTHI KOPHETUIOAbI (TIeANTPH) pas-
JIeNsaay Ha 4—8 yacTei, Iie OHy 4acTh KIIOHUPOBANH, a IpU
BBIPAILIMBAHUN OCTAIBHBIX MOJIY4aId CEMEHA.

Henocratkamn 3TOro MeTona ObUTH 3HAYMTENBHAS JUTH-
TENBHOCTH (710 5 JIeT) cOo3/1aHus BEIPOBHEHHOTO Marepuara,
OTPaHUYEHHOE KOJMYECTBO PA3MHOKEHHBIX KJIIOHOB M O0JIb-
I1ast TPyA0eMKOCTh IIporiecca. Bmecre ¢ TeM naHHBIN Tprem
JlaBajl BOBMOXKHOCTh B TE€YEHHE HECKOJIbKUX MOKOJIEHHH CO-
XPaHATH B OTHOCUTEIILHOM YHCTOTE TEHOTHIIBI C BBICOKOH YPO-
JKaHOCTBIO 1 CaXapUCcTOCThI0. HacTosmuii MeTo T HaIIe Iv-
pOKOE pacHpoCTpaHEHHE W MPUMEHEHHUE B CEJICKIIMOHHBIX
cXeMax Ha OCHOBE MHIMBHIYaJbHOTO OTOOpa B COYETAHUH
C KJIOHUpOBaHHWEeM 1 Tudpuauzanueit (bamakos n np., 2017).

Jist yckopeHust pa3MHOKEHUS [103JHee ObUT HCIIOIB30BaH
croco0 KIOHMPOBAHUS CBEKIIBI Ha 0a3e pa3sBUTHA OOKOBBIX
1o6eroB (¢ 3—8 MUCTBSIMM) U3 MA3YIIHBIX TIOYEK KOPHETIIO-
Jla, a 3aTeM HMX YKOpeHeHHs. MeToJ JaBall BOBMOXKHOCTh
3HAUUTENBHO YBEIUIUTh KOTMUECTBO YKOPEHEHHBIX T0OETOB
W BBIPALIEHHBIX pacTeHnil. OHAKO 3TOT COCO0 HE IOy IHIT
HIMPOKOTO PacpOCTPAHEHNUSI B CEJICKIIMK CaXapHOM CBEKJIbI.

CriocoOHOCTB PacTEeHHIA CaXapHOH CBEKIIBI K MAPTUKYIISAIIHN
SBISIETCSl OJHUM M3 PE3EPBOB CHCTEMBI PEIPOIYKINU U B
COYETaHUH C CEMEHHBIM Pa3MHOXEHHEM I103BOJISIET obecrie-
YHMBaTh INIACTHYHOCTH OPTraHU3Ma, BEDKHBAHHE U COXPAHEHNE
B. vulgaris xax Buja.

MuxpoxkiaonupoBanue. Hanbosee nepcreKTuBHBIMHU IS
UCTIONIb30BAHMUS B CENICKIINU OKa3aJIiCh OMOTEXHOIOTHIECHE
METOIbI MACCOBOTO BETETATUBHOTO Pa3MHOXKEHHS PACTCHUH
B ycioBusix in vitro (Murashige, 1974). IlpunnunuanbHas
OCHOBA IaHHBIX METO/IOB 3aKIF0YAETCS B CHOCOOHOCTH COMa-
THYECKUX KJICTOK TPH KyJIHTHBHPOBAHUHM BOCCTAaHABINBATh
LIEJIOCTHOCTh OpraHU3Ma CO BCEMH €ro mpu3Hakamu (AtaHa-
coB, 1993).

YcTaHOBIICHO, UTO BETETaTUBHBIC KIIETKH (DOPMHUPYIOT pac-
TEHUE JBYMs IIyTSAMH: U3 KaJUIyCHOU TKaHU 4epe3 percHe-
panuio movyexk U YMOPUONIOB WIN B PE3yIbTaTe aKTHBAIUU
Pa3BUTHS HETIOCPEACTBEHHO M3 MEPUCTEM arekca cTeds,
nasymHbIX U crsinmx nouek (Karaesa, byrenko, 1983; Rusea
et al., 2020). OxHako MIUTENBHOE MTACCHPOBAHHE Kajuryca
MIPUBOJIMIIO K U3MEHEHHIO TUIOM/THOCTH, HAKOTIIICHHIO TEHHBIX
MyTalui, morepe Mopdonoruyeckoro norenuaia. Hando-
Jiee HIMPOKOE PAaCHpPOCTPAHEHHUE MOTYyYMIIO TPHMEHEHUE B
KaueCcTBE HKCIUIAHTOB MEPUCTEMBI TIOOETOB, a TAKXKE JICTO-
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BbIX MJIACTUHOK, Y€PCUIKOB, IMbIJILHUKOB, CEMA3a4aTKOB, 3a-
ponprmeit u cemsH (Jletike u nip., 1980). [Tpn ncnons3oBannn
TOPMOHAJILHON aKTHBU3AIMH STOTO MaTepraa Hablloaanoch
pa3BUTHE POCTOBBIX MOueK U mpopocTkoB (Mnbenko, 1983;
Seman, Farago, 1988).

Hawubosee moaxonsiium METoI0M [UIst pa3paboTKi MUKPO-
KJIOHMPOBAHUSI CaxapHOM CBEKJIbI 0Ka3aJI0Ch UCIIOJIb30BAHUE
aNMKaIFHON MEPUCTEMBI, 00JIaJatomIeil BEICOKOI TeHeTHde-
CKOH CTaOMIIBHOCTBIO KJICTOK M MX HOBBIIICHHOW CIIOCO0-
HOCThIO K Mop(oreHesy (3uamenckas, 2010). AnukanbHas
MepHCcTeEMa MOKET 1aBaTh HAYasI0 Ha3eMHBIM OpraHaM pacTe-
HUMH, KOTOpbIE (POPMUPYIOTCS 110 MOAYTEHOMY THITY (3JIEMEHT
nobera BKJIFOYAET: JIUCT, MEXK/I0Y3JIHe, Ma3ylIIHYIO [T0YKY), a
CTBOJIOBBIE KJIETKH MEPHUCTEMBI CIIOCOOHBI an(hepeHIpo-
BaThCS M CTUMYJIMPOBATh Pa3BUTHE HOBBIX opraHoB (JIyrosa
u ap., 2010). CymecTBeHHOI OCHOBOI MeTO/a CTalI0 TaKXkKe
YHUKaJIbHOE CBOHCTBO TOTUIIOTEHTHOCTH PACTUTEIbHBIX KIIe-
TOK, CITOCOOHBIX TIPH OT/EJICHHH OT MAaTOYHBIX PacTeHUH U
T0/I BO3/ICHCTBHEM SK30TE€HHBIX (DaKTOPOB KYJIBTYPAJIbHOM
Cpezibl BOCCTAHABINBATh PACTUTEIBHBIH OPIraHU3M CO BCEMH
ero coiictBamu (LlleBemyxa, 1992).

[Ipu pa3paborke MeTo1a MUKPOKJIOHUPOBAaHMS 00s3a-
TEJIbHBIM TIPUEMOM OBUIO BBIPAIIMBAaHWE HMCXOJHOTO MaTe-
puana Juist SKCIUIAHTALUN B YCIOBHUSX 3aKPBITOTO TPYHTA,
YTO II03BOJUJIO CHATH l/IH(i)I/IIlI/IpOBaHHOCT]) 3KCIIJIaHTOB B
1.5 pa3a (3nmamenckas, XKyxokamosa, 1989). JlanpHeiimee
KyJITHBUPOBAHNE MaTepraa 00s3aTesIbHO BKITIOYAIO ONTH-
MU3ALHUIO0 PEXKUMA CTEPUIIU3ALNT BEPXYIIIEYHONH MEPHCTEMBI
9KCIIIAHTOB mpu ucnonb3zoBanuu 0.05 % pacTBopa cynemsl
B TeueHue 1-3 yacos.

CoOroieHre ONTUMAILHOTO TOPMOHAIBHOTO OaiaHca oc-
HOBHBIX BEIECTB: THOOEpeITHHA, 6-0eH3MIaMUHOITypHHA U
KuHEeTHHA B KOHIeHTparuu 0.2—0.3 Mr/I1, Ipu COOTHONICHUA
9TUX KOMIIOHEHTOB B muTarenbHOU cpeae 1:1:1, ctumynu-
posaio mopdorenes. [Ipn kopHEOOpa30BaHUM Ty POJIb BEI-
TIOJTHSUTY MHIOJIMIIMACIISTHAS HITH MHIOJMITYKCYCHAsl KHCIIOTa
B KostmuectBe | Mr/i. [Ipu taHHBIX KOHIIEHTPALHSAX YUCIIO 0O-
KOBBIX II0OOETOB Ha OAMH AKCIUIAHT IMOBBICHIOCH 10 9—10 mmiT.,
MPUPOCT MUKPOKIIOHOB — /10 73.4 MM, a KOpHEOOpa30BaHHE —
10 74.3 %. Pa3paboTaHHbIil METO 1a)T BO3MOXKHOCTb MOJTY-
YaTh HEOIPAHUUEHHOE KOJIMYECTBO KJIOHOB OT OHOTO JIOHO-
pa, COKpaTHB MPOAOIDKUTEIBHOCTH CEJICKIIMOHHOTO IEpHO/Ia
BJIBOE, MUHYS ABYXJIETHUM LIUKJI Pa3BUTUSI CAXapHOU CBEKJIbI
(3namenckas, XKyxoxamosa, 1989). IToToMcTBO CO3TaHHBIX
JIMHUH, Oy1arofapst TOTUITOTEHTHOCTH, COXPAHSIIO B MOJIEBBIX
YCI0BUAX I'CHOTHII, q)eHOTI/lH, IO IHOCTDb, pa3aACIbHOIBET-
KOBOCTB 1 CIIOCOOHOCTH 3aKperisaTh mpu3Hak [[MC.

Jist UM TENIbHOTO MCTIONB30BaHMSI CO3JaHHOTO JIMHEHHOTO
Marepuaja B CEJICKLIMOHHOIN MpPaKTHKE B HACTOSIIEE BPEMsI
MPUMEHSIOT TPEXJIETHUN IIUKJI CEJIEKIIMOHHBIX, OMOTEXHO-
JOTMYECKUX W arpoTexHudeckux npuemon (KomecHuxosa,
Kyxokanosa, 2018). Ha mepBom 3tare oroOpaHHbIe THOPU/I-
HBIE TCHOTHIIBI BBOJST B KYJIBTYPY if1 Vitro M 3aTEM MEPEBOISIT
B TCHETHYECKHUH OaHK JIMTHBIX KJIOHOB, oOecrieunBas JUIn-
TEJIbHOCTh XpaHEHUsl LIEHHbIX CBOWCTB Marepuaia. Bropoi
3TaI BKJIIOYaeT MUKPOPa3MHOKEHHE TN THBIX PETEHEPAHTOB,
YKOpEHEHHE 1 MepeBOJl B MOYBEHHBIH CYyOCTpaT TETUIHIL ISt
(hopMHpOBaHHMs INTEKINHIOB (HEOOJIBIINX KOPHEIJIOOB) Mac-
coii oxoro 100 . Ha TpeTbeM 3Tare BRIPAIIHBAIOT PACTCHUS
JUIS TIOJTyIEHUSI CEMSTH DIIUTHI. YOOPKY CEMSH OCYILECTBIISIOT
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paznensHo. Pacrennss MC-(opMbI U reTEpO3UCHOTO OIBLIH-
TEIst CPe3aroT M 0OMOJIAYMBAIOT HHANBHIYAIbHO. DTOT IIPHEM
BHEC CYyNIECTBCHHBIH BKJIAJ B CEJICKIIMOHHO-CEMEHOBOIUC-
CKHI1 IPOLIECC NP CO3JIaHUHU BBICOKOIIPOIYKTUBHBIX THOPH-
J10B HOBOTO nokonenust Bo BHMM caxapHoii cBeKJIbI M caxapa
um. A.JI. Masnymosa (1. Pamons, Boponexckast 06:acTs) u
MIPUMEHSIETCS] B KOMMEPUYECKHX LEIIsIX.

Kierounast cesiexnusi. CeneKkiys Ha KJIETOYHOM YPOBHE
BKJIFOYAET Pa3padOTKy METO0B KyJbTUBHPOBAHNUS N30JIHPO-
BaHHBIX KJIETOK, OPIaHOB U TKaHE! PACTEHUH, YTO [I03BOJISAET
paclIMpPUTh CIIEKTP HACIEACTBEHHOM HM3MeH4YuBOCTHU. [lo-
9TOMY METO[bI C J00aBICHUEM B IUTATEIIBHBIC CPEIbl Pas-
JIMYHBIX XUMUUECKUX U (PU3MUECKHX (PAKTOPOB, TAKHX Kak:
MyTarcHHbIE BEIIECTBA, TEHETHUECKIE KOHCTPYKIIUH C UyKe-
POITHBIMHU TeHAMH, CEJICKTUBHBIC areHTHI U T. 1., CTUMYJIUPYIOT
W3MEHYHMBOCTh PACTUTENIBHBIX OPraHM3MOB M ITOBBIIIAIOT
YCTOHYMBOCTb K HEONATrOMPUSITHBIM YCIIOBUSIM OKPY KarOIIei
cpensl ([lyoposnas, 2017; Kourelis, van der Hoorn, 2018).

[IpoBeneHHbIE YKCIIEPUMEHTHI MOKA3aJIH, YTO MyTareH
STUIIMETAHCYIb()OHAT OKa3bIBAET CTUMYIHPYIOIEE BO3CH-
CTBHE Ha KJICTKH YEPEIIKOB JHCTHEB CAaXapHO CBEKIIBI B
KoHIIeHTparmu ot 2 710 6 MM B Teuenue 30 mun (Hohmann et
al., 2005; Bacumsaenko u 1ip., 20206). Beicokast criocoOHOCTB
K pereHepaIyy IUIUIONTHOTO PACTUTEIIFHOTO MaTepraa co-
crapisiia 38.1-53.1 %, y rarutonioB gocrurana 71.3-87.5 %.
[TpumeHeHne AaHHOTO METOJa TAaKKe 0OeCIeynBaso IeHe-
THYECKYIO M3MEHUMBOCTH PEI€HEPAHTOB ITyTEM MOBBIIIICHUS
TUTOMIHOCTH TarjIouA0B O TUIUIOUTHOTO U OJTUIUIOUHOTO
YpOBHS. MOJIEKYISIpPHO-T€HETUYECKUI aHAJIN3 C UCTI0Ib30Ba-
HueM cnenuduyeckoro SSR-mapkepa mSSCIR 47 nozBonmin
0oToOpaTh 9 NMHUMN, B TEHOTHUIIAX KOTOPBIX MO/ BO3IEUCTBHU-
€M MyTarcHa IpOHM30ILIN M3MEHEHHs. BripamiuBanue BbI-
JICTICHHBIX JINHUH B YCJIOBHUSIX 3aKPBITOTO I'PYHTA J1AJI0 BO3-
MOXHOCTb COXPAHUTB 70 92 % MUKPOKIIOHOB U NTOJyYUTh He-
Gonpmre kopHerToas! Maccoi ot 30 o 89 r (BacuisueHko
Ip., 2020a). MccnenoBanus OymyT npopomkensl Bo BHUUCC
uM. A.JI. MasnymoBa. [l panpHeero usy4eHus Mare-
puana Oyznet nmpumerer Meton TILLING (Targeting Induced
Local Lesions in Genomes), pazpadoraunsiii C.M. Mc Callum
¢ xosuteramu (2000).

O hexkTHBHBIM 0Ka3aJI0Ch UCTIONB30BaHUE TEHETHYECKUX
KOHCTPYKIMHI Agrobacterium tumefaciens ¢ 0akTepHanbHbI-
mu renamu mf2 (Bacillus thuringensis) u mf3 (Pseudomonas
fluorescens), THIyINPYIOMNX HECTIEIN(HUIESCKYIO YCTONIH-
BOCTh K TpHOHBIM M BHpycHBIM marorenam (Dzhavakhia et
al., 2005; Bacunbuenko u ap., 2009). KokynasriuBupoBanue
pacTUTEeNBHBIX TKaHEH caxapHOW CBEKIBI U A. tumefaciens
C YYXXEpPOJIHBIMU TeHaMH mf2 W mf3 TO3BOJHMIO CO3/1aTh
TeHHO-MOJU(UIIMPOBAHHBIC PACTEHHS CaXapHOH CBEKJIbI,
YCTOHYMBBIE K (hy3apHO3HBIM THUIISIM, TPAHCTEHHASI IPUPOJIA
KOTOPBIX ObLIa MOATBEPIKACHA MOJICKYIISIPHBIM 1 OMOXUMHYe-
CKUM aHaJIM3aMH, a TAKKE (PUTOMATOIOTUICCKOM OIICHKOW B
3aKphITOM rpyHTe (XycceiH u np., 2013; Bacunsaerko u ap.,
2014). Becero 06110 CO31aHO ceMb HOBBIX JIMHUI caxapHOH
CBEKJIbI C TEHOM 71f2 M BOCEMb JIMHUI ¢ TeHOM m1f3.

WHTEepecHBIM OBLIO BO3IEHCTBHE MOHOB TSKEIBIX Me-
Tasios, B yactHocti Cd?*, Ha KylbTHBHPYEMBIE POPOCT-
ku cemsH (YepxacoBa u ap., 2020). [IpoBenenne HecKoIb-
KHX OTOOpOB TpH KOHIEHTpamuu 4 MM arerata KagMmus
(Cd(CH,CO,),) moxazano BEICOKYIO aJallTUBHYIO CIIOCOOHOCTh
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1 BBDKHBAEMOCTh PEreHEePaHTOB, JocTUraouryto 74.8 %, uto
CBU/IETEIILCTBOBAJIO O MOBBIIICHHOM YPOBHE MX YCTONYH-
BOCTH. MOJIEKY/ISIPHO-TEHETHUECKHI aHAJIN3 JAHHBIX MUKPO-
KJIOHOB BbBISIBUJI HAJIMYUC OMPCACIICHHBIX 3HAYUMBIX SNP B
rerne MTP4, Ipeon0KUTENBHO, UTPAIOIINX KITIOYEBYIO POJIb
B (hOPMUPOBAHUH YCTOWYNBOCTH K JAHHOMY a0HMOTHYECKOMY
(hakTOpy, YTO MEPCIEKTUBHO JJIsi COBPEMEHHON CEJIEKLIUH
(Hanbanmsu u ap., 2019; Xycceiin u ap., 2021).

W3BectHO, uT0 abcrm3osas kuciora (ABK) sisisiercs ctpec-
COBBIM T'OPMOHOM paCTeHHﬁ, HI'parouiyMm poJjib B MEXaHU3Max
MOBBIIICHUS YCTOMYMBOCTH OPTaHU3MOB K 3acyxe Orarofapst
CHIDKCHHIO YCTBUYHOW NMPOBOJUMOCTH M TPaHCIHPALIUU
(JIytoBa u np., 2010). AGcum3oBas KUCIOTa OTCIEKHUBAET B
pacTeHHsX aOMOTHIECKHUii cTpece (3acoiieHne, 3acyxa, TeMITe-
parypa), BEI3bIBasl IOKOH TKaHEH PacTeHUH (KIETKH, OYKH,
JIUCThS) MyTEM 3aKpbIBaHUA YCTHUIl. BO3MOXXHO Taxke, 4To
JTAaHHBII TOPMOH BBITIOJIHSIET BAXKHYIO POJTb B KAUECTBE CTHMY-
JISITOPA, 3aITy CKAIOIIET0 IPOIIECC IMTOBHIIICHUS YCTOHYHUBOCTH,
KOTOPBI B JAJIbHEHUIIEM PA3BUBACTCS YK€ HE3aBUCUMO OT
coxeprkanus 3toro Bemiectsa (Turos u ap., 2007). ITosTomy
n3zydeHue cpoiicts ABK npu mcnonb3oBaHUM B KylbType
in vitro MOXET HaJIe)KHO CIIOCOOCTBOBATh CO3/IAHUIO CEIIeK-
LMOHHOI'0 MaTrepuaa, ycTOHYUBOIo K 3acyxe. B pesynbrare
MIPOBEACHHBIX HAMH MCCIICIOBAaHN BBISIBICHA ONITUMAIbHAs
koHueHrpanus ¢ (2.0-3.0 mr/mn), obecrneunBaromas oroop
YCTOMYMBBIX K 3aCyXE€ PEreHEpAaHTOB CaXapHOM CBEKJBI B
kommaectse 70.0-87.5 % (Yepkacosa u nip., 2018, 2021). 1o
JIaeT BO3MOYKHOCTB HcIoib3oBaTh ABK ams MonenupoBanus
3aCyXH1 IPH CO3aHNH (POPM caxapHOI CBEKIIbI, TOJIEPAHTHBIX
K OCMOTHUYECKOMY CTpeccy.

IloBbllIeHME aAaNTUBHBIX CBOMCTB PET€HEPAHTOB B PENPO-
JYKTHBHOM IMIKJIE Pa3BUTHUS TIO3BOJISET YBEITUUNBATH CIIEKTP
TEHETHYECKOH N3MEHYNBOCTH, CO3/1aBaTh HOBBIA MCXOIHBIN
Marepuai 1 ObICTPO €ro Pa3MHOXKATh.

PenpopayKTuBHas cnoco6HOCTb
reHepaTMBHbIX OPraHOB

Camo- 1 nepeKpecTHas HECOBMECTMMOCTb
CaxapHas CBeKJIa — OHOJJOMHEIN repMadpOIUTHBIN BUJI, pac-
TEHHSM KOTOPOTO CBOWCTBEHHBI IIEPEKPECTHOE ONBUICHHUE U
COCTOSIHHE CAMOHECOBMECTUMOCTH, MPEISITCTBYIOIIEE CaMO-
OILIONOTBOPEHUIO. B monynsuusx caxapHoi CBEKJIbI pa3iny-
HOTO MPOUCXOXKACHHS Hanbombinyto rpymmy (65.3-78.1 %)
COCTABJISIFOT CAMOHECOBMECTUMBIE PACTCHUS. DTH PACTCHUSI
MIPHU W30JIALNH, Toche 1—2-KpaTHOTO MHITYXTa, HE 3aBS3bI-
BAalOT ceMeHa. YJacTora BCTPEYaeMOCTH CaMOCOBMECTHMBIX
(camodepTUITbHBIX) (POPM B COPTOBBIX MOMYJISILIUSIX OUSHB He-
3HaUUTENNbHA U BapbupyeT B npenenax 4.3—12.9 % npu dep-
TUJIBHOCTH NBUIBLEBBIX 3€peH, AocTuraromei 83.6-98.2 %.
CamogepTuibHbIe JIMHUU, KaK NPaBHIIO, XapaKTepU3yIOTCs
Gosiee BBICOKMMH YPOBHEM YPOXKAWHOCTH KOPHETJIOAOB U
CaxapUCTOCTBIO, XOTSI HHOPEIHYIO JIETIPECCHI0 y HUX 110 He-
KOTOPBIM TIPH3HAKaM MOJHOCTBIO CHATDH HE Y/IaBajoCh.
OKCIepUMEHTHI TIOKa3aJH, 9To ¥ psina GopM caMOHECOB-
MECTHMOCTh MHJMBH/YaJIbHBIX PACTCHNH MPAKTHYECKH HE
MCHACTCA NPpHU UBMEHCHUHN SKOJIOTUYCCKUX yCHOBI/Iﬁ X BO3-
nensiBanns (Kopuuenko, 3uamenckast, 2001). Tax, BeiparmBa-
HHE pacTeHHI CaxapHOH CBEKJIBI B Pa3IMYHBIX SKOJIOTMUECKHX
30Hax MOYTHU HE BJIMAIO HA 3aBA3BIBAEMOCTh CEMSAH, KOTOPpasd
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Obu1a B cpeHeM 7.4 % B Pamonu (Boponexckast oonacts) u
6.3 % B IIpxeBanbeke (Kuprusust). B To e Bpems B paboTax
psiza mcciieioBaTesnei IoKa3aHo, 4To 3aBsS3bIBAEMOCTh CEMSTH
IIpr CaMOOIbIJICHUN paCTeHI/Iﬁ B YCJIOBUAX ITOHMKEHHBIX TEM-
Heparyp 3HaUUTENBHO BBIIIE, YEM TPH 0osiee BHICOKUX. ITO
OTKpBITHE JIETJIO B OCHOBY METO/Ia PETIPOIYKIIUH CEMSH TPH
HHU3KHUX TEMIIEpaTypax, ¢ IOMOIIBIO KOTOPOro Oblia co31aHa
00IIMpHAst KOJUTEKIUSI HHOPEIHBIX JINHUN caXapHON CBEKJIbI
(Maneukwii, Manenkas, 1996). PacxoxaeHus B pe3yasraTax
pasHBIX HMCclenoBarenell yKa3blBaloT Ha CIOKHOCTDB IPO-
LIECCOB CEMEHHOW pENpOAyKLNHU Yy CaXapHOW CBEKJIbI. [ eHe-
THYECKHUE U (PU3NOIOTHUECKUE MEXaHU3MbI 3THX MPOLIECCOB
TpeOyIOT TAJIbHEHIIIEro N3y4eHHsl U OCTAIOTCSl BAXKHBIMH BO-
MPOCaMH B PEIICHNH ITPOOJIEMBI TOJIOBOTO BOCTIPOM3BEICHHSI.

CornacHo cOBpeMEHHBIM TeHETHYECKHM JJaHHBIM, CHCTE-
Ma HECOBMECTUMOCTH y CaxapHOM CBEKIIbI JOBOJIBHO CIIOXK-
Hasl, TaMeTO(UTHOTO TUIIA ¥ OCHOBaHA Ha KOMITJIEMEHTapHOM
B3anMmozeicTBun amenei 2—4 S-nokycos (Larsen, 1977).
D1 JaHHBIC TAKKE YUNUTBIBAJIUCH IIPHU CO3AaHUN JIMHEMHOTO
MarepHaa IyTeM CaMOOIIBUICHHS U IPEO0IEHHS (PU3H1O0II0-
THYECKOro 0apbepa caMo- M IEPEKPECTHOI HECOBMECTUMOCTH
JUIsl YCHELIHOTO Tepexo/ia OT MOMYJSIIUOHHON CeJIeKIUH K
MOTYYEHNIO MEXIIMHEHHBIX TeTePO3UCHBIX THOPHIOB.

Cpenu BHYyTpeHHHUX (DAaKTOPOB, Ompeelstomux Gopmu-
poBaHue CEMSH IPU MHIYXTHPOBAHUH, OCHOBHOE MECTO 3a-
HUMAeT TeHETUIECKasi 1 TOPMOHAIIbHAsL PETYISAIMS MpoLec-
ca OIUIOZOTBOPEHNS. 3aBI3bIBAEMOCTh CEMSIH Y CAMOCOBMeE-
CTUMBIX JIMHUM OCTaBajiach Ha YPOBHE CaMOOMNBIJICHUSA WU
HECKOJIbKO CHMJKalach. BHYTpUIMHENHHBIE CKPEUIMBaHU
YaCTHYHO COBMECTHMBIX JINHUH TTOBBIIIAIN 3aBSI3bIBACMOCTh
cemsH B 1.5-13 pa3. [lepcrieKTUBHBIM IPUEMOM OKa3aJoCh
Tak)Ke TPOBEJCHNE 0TOOpa OTJENbHBIX PACTCHUN BHYTPHU
M3y4aeMbIX JIMHUH, OTIIMYAIONINXCS TI0 BOCIIPUUMYUBOCTH
pbliblia K IBUIBLEC U CHOCO6HOCTI/I IMPOU3BOAUTDL OIILIJICHUE.
Takoit 0TOOp MO3BOIIMIT CO3AABATh IMHEWHBIN MaTepraJI ¢ Ipe-
MMYIIECTBEHHBIMH IPU3HAKAMH MaTEPUHCKOI MITH OTIIOBCKOM
(hopMmpI, 4TO MOBKIIIAIO AP HEKTHBHOCTE OIU3KOPOICTBEHHBIX
(BHYyTpHIHHENHHBIX) ckperuBannii (Kopuuenko u np., 2014).

Jlst onpenienieH st CTeTeHH HECOBMECTUMOCTH 1 M3YUCHHUS
pocTa MBUIBLEBBIX TPYOOK MCIOJIB30BAIN (IIyOPECHEHTHYIO
MHUKPOCKOITHIO C MOIH(UKAIIEH MeToa TS CaXxapHOIl CBEK-
161 (3aiikoBekas, XKysokanosa, 1976; Baiicman u nip., 1984).
Mertoa cTajl OCHOBOM [Ji11 yCTAHOBJIEHUS MTOTEHLIMAIbHON
CEMEHHOH MPOAYKTUBHOCTH PACTEHUH yke B (hasy IIBETCHHS,
YTO MO3BOJIMIIO BEISIBIISTH 3aBS3BIBAEMOCTB CEMSTH 1 OCYIIIECT-
BJISITH MOJ00P Map HEMOCPEACTBEHHO MPH THOPHIU3AINU
CEJIEKIIMOHHOTO Marepuasa Mo aKTUBHOCTH POCTa IbIIblie-
BBIX TPYOOK. JIoKanu3anust peakiiy HeCOBMECTHMOCTH YETKO
BbIpaXkajiach B MOP(OJIOrHYECKOM M3MEHEHUH IbLIbLEBBIX
TpyOOK, yTONILEHNSAX, B3AYTHSIX, MTOJABICHUN aKTHBHOCTH
pocTa Ha PBIIBLE TIECTHKA WIN B 3aBSI3H, B 30HE OTIOKCHUS
okcanara Kanpiys. CUnTaercs, YTo BaXXHYIO POJib B POCTE
NBUIBLEBBIX TPYOOK UrparoT HoHbI Cat™, sBistomerocs oqHUM
U3 TIEPBBIX PEryIsITOPOB IpopacTanus melblbl (Bednarska,
1989). Hukakoe WHOE BEIIECTBO HE CIIOCOOCTBYET Ipopac-
TaHUIO, eciau HeT noHos Ca't™,

[To BpemeHM N1eiiCTBUS TEHOB CaMOHECOBMECTHMOCTH U
MECTY JIOKJIU3ALUH UX IIPOIYKTOB PA3INYaAIOT CIIOPOPUTHYIO
1 TaMeTO(PUTHYIO HECOBMECTUMOCTH. MOP(hOIOTHIECKH 3TO
MIPOSIBIISICTCS TIPH CIIOPO(UTHOM THIIE PEAKIINH — HA PBUIBIIE
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MeCTHKA, a IPU raMeTOPUTHOII cucTeMe — B cTosIOuke. Y ca-
XapHOM CBEKIIbI, COITIACHO COBPEMEHHBIM IPEJICTABICHHSM,
JIOKaJIM3anusl peaKuKi CAMOHECOBMECTHMOCTH COOTBETCTBYET
THITY, XapaKTEPHOMY JIJIsI BU/IOB C TaMeTO(UTHBIM KOHTPOJIEM
HecoBmecTuMocTH (BumHsikoa, 1998).

[NokazaresieM MposIBICHHS TeHOB HECOBMECTUMOCTH CTAJIO
TaKkke cofiep)KaHHe HYKJIEHHOBBIX KHCIOT B sApax KJIETOK
3aBSI3U M CEMsI3a4aTKa CaxapHO! CBEKJIbI, yCTAHOBIEHHOE Me-
TozmoM rurodoromerpun (XKyxoxanosa u ap., 2007). B ciy-
Yae COBMECTHMOTO OIBUICHUS! OOBIYHO B ATHUX KJIETKax Ha-
6momanocs ysennuenne xonndectBa PHK u cymmer Hyk-
JenHOBBIX kucnoT Ha sapo. Coornomenne PHK/IHK npu
HECOBMECTHMOM OIIBIJICHHH OCTaBalOCh HEM3MEHHBIM, Kak
U B HEOIBUICHHBIX MECTHKAX. 3HAYUTEIHHOE yBEIUUCHHUE
konumuectBa PHK no 36 % ormeueHo mocne TpeTbero AHs
3aJIep’KKU OMbUICHUSA. BO3MOXKHO, 4TO TeHeTHYeCKH JeTep-
MHUHHPOBAaHHBI MEXaHU3M HECOBMECTHMOCTH Ha JaHHOU
craauu B Monekynax JIHK, kak u y npyrux pacteHuii, ciry-
JKUT ToKazareieM (pyHKIMOHAIBHBIX M3MEHEHHU B sIpax
CEeMsI3a4aTKOB, CBS3aHHBIX C IPOILECCOM OIJIIOAOTBOPEHUS
(Kosaznesa, 1991). D10 gaeT BO3MOXKHOCTD HPEIIOIOKHTH,
YTO OIUIOZOTBOPEHHE CTUMYIUPYET MPOLECCHl TPAHCKPHII-
IIH U PEIYTUTHKALNH, KOTOPbIE CIOCOOCTBYIOT YBEITNIEHHIO
coznepxanust PHK 1 cymMMBI HyKJIEMHOBBIX KHCIIOT HA SIPO.
OcnaGnenne Gapbepa HECOBMECTHMOCTH KOPPEJIUPYET ¢ Ha-
xorienueM PHK B knetounsix siapax. ITonyueHnHsle qanHbIe
TAKKE CBUAETEIIHCTBYIOT, UTO TeHETHYECKNE U (PU3HOIIOrHYe-
CKHe CBOMCTBA HECOBMECTHUMOCTH HE BBIICHEHBI U OCTAIOTCS
Ba)KHBIMH BOIIPOCAMU NIPH U3YUEHHUHN 3TOH MPOOIEMBI.

JanpHelmme ncciaeI0BaHNs 1MOKa3ald, YTO MPOIECCH
POCTa IMBUIBLEBBIX TPYOOK COMTPOBOXKAAIOTCS TAKIKE CIIOMKHBI-
MU [IEPECTPONKAMH B TOPMOHAILHOM CUCTEME PBIIbLIA U CTOJI-
OMKa pacTeHuil. DTO MOATBEPKAACTCS SKCIIEPUMEHTAMH 110
OITPE/ICJICHUIO YPOBHSI SHAOTCHHBIX (PUTOTOPMOHOB: ATUIICHA,
NVYK, ABK, ru66epeminHoB, IUTOKHHIHOB, B CITOPO(UTHBIX
TkaHsax necruka (Kosanesa u ap., 2016). IToaTromy Bompocst
(DYHKIIMOHUPOBAHUSI CUCTEMbBI PENPOAYKIIMU PACTEHHH C BbI-
JIEIIEHIEM 0CO00H pOJTH CaMO- U IEPEKPECTHON HECOBMECTH-
MOCTH OCTAIOTCS IIEPCIIEKTUBHBIMH JUISl U3yUYeHHs B OyTy1IieM.

Hcnonp30BaHNe TaHHOTO MpH3HAKA SIBISETCS L1EJIeco00-
Pa3HBIM MPHEMOM JUIs TIPEOIOIECHUs Oapbepa HECOBMECTH-
MOCTH B IUTaHE Pa3BUTHS PaOdOT MO I'eTePO3UCHOI CEeNeKIINH,
BKJTIOUAIOIIEM KOHTPOJIUPYEMbIE CKPELUBAHUS U ITOTyUCHHE
MEKITMHEHHBIX THOPHUIOB HA PEPTUIIHLHOI OCHOBE.

LinTonnasmaTtunyeckas My»cKas CTEPUIIbHOCTb
W3BecTHO, 4TO y CBEKIIBI CYIIECTBYET /iBa THIIA IIUTOILIA3-
MbI — HOpMautbHas (N) U crepribHas (S), BIUIHAE KOTOPBIX
peryinupyercst IByMs pelieCCUBHBIMU TeHamu, x 1 z (Owen,
1952). TlomHas MyXKcKasi CTEpUIBHOCTD OIPENeNseTCs] KaK
Sxxzz. [IpucyTcTBIE TOMMHAHTHBIX T€HOB B T€TEPO3UTOTHOM
COCTOSIHMM J1aeT INoiycTepuibHble hopmbl SXxzz n SXxZz.
OnHaKo MHOTHE IPUYUHBI BOSHUKHOBEHUS M (DOPMUPOBAHUS
IIMC y cBexJIbI 10 HACTOSIIETO BPEMEHHU ITOJHOCTHIO HE
YCT@HOBJICHBI U HAaXOAATCS HA CTaJUM JajbHeimero Ooiee
TTyOOKOTO TeHeTHYecKoro u3ydenHus (b u ip., 2010).
B cenexnmoHHOM Ipoliecce MoaiepkaHue U CTa0uIn3a-
o npusHaka [IMC y oTroOpaHHBIX JOpM caxapHOI CBEKIIbI
OCYIIECTBIIAIOT ITyTeM OJIM3KOPOACTBEHHOTO Pa3MHOKEHHS
¢ zakperurenieM [IMC, o6nanarommM BEICOKOH (epTHIIb-
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HOCTBIO IBLIBIIBI M 3aBSI3bIBACMOCTHIO ceMsiH (bankos u jp.,
2017). BersBneHnio 0coOeHHOCTEH TeHETHYECKOTO Pa3Ho-
00pasus CeIeKINOHHOTO MaTrepuaa crocoOCTByeT HCIOJb-
3oBanue JIHK-mapkepos. [IpoBenenue MUKpOCATENTUTHOTO
(SSR) anamm3a mano BO3MOKHOCTh YCTAHOBHUTH MOJIMMOP-
¢uzm MC-¢opm, cpoctHomonnsix onsutnternet (OIT) ca-
XapHOW CBEKJIBI U MX TMOPHJIOB IIyTE€M OIIpEeIICHUS BENH-
quHBl ypoBHA noamMopduima (PIC), yctaHOBIEHHOTO ISt
kaxjoro jgokyca (HanGaunsu u ap., 2021). Ilpumenenne
SSR-mapkepos Unigenes (9 nap npaiiMepoB) MO3BOJIIIIO YET-
ko nudhepeHImpoBaTs MaTepral Ha OCHOBE pacyeTa TeHe-
THUYECKUX AUCTAHIUN U BBLACINUTD POANTEIHCKAE KOMITOHECH-
ThI, HAHOOJICE MOIXOSIIUE JIJIsl POBEACHUS CKPEIIMBAHUIA.
[paiimMepsl, XapaKTepHU3YIOIIHECs] BEICOKAM MTOJUMOPHH3-
MoM K SSR-nokycam: Unigene 22373, Unigene 27833, Uni-
gene 16898, Unigene 7492, Unigene 24552, peKOMEeH,J0BaHbI
JUIS IACHTHU(UKAIIMN CEIEKIIHOHHBIX MAaTEPUaJIOB caXxapHOi
ceexutbl (HanbaumsH u op., 2021).

WHTepec i ceneKkuuy MpeACcTaBuiId TakKe UCCIenoBa-
HUSI NCXOJIHBIX MATEPHAJIOB CAXapHOW CBEKJIBI HA HAJINYNE
MHUHHCATEIUINTHBIX JIOKycoB TRS, cBS3aHHBIX ¢ uTOIIIA3Ma-
THUYECKOH MyKCKo# ctepuibHOCTBIO (Nishizava et al., 2000;
Bparun u np., 2011). B pesynsraTe SKCTIEpUMEHTAIBEHOTO
CKPHHHHTA CEIEKIIHOHHOTO MaTepralla caxapHOi CBEKJIIbI Ha
OCHOBE MMHHUCATEIUTHBIX JToKycoB TR1 u TR3 BrrBIEeHO
MIPUCYTCTBHE MHUTOXOHJIPUAIBHBIX T€HOMOB N- U S-THUIIOB
(Pemynoa u 1p., 2022). Pacrenns MC-dopm coneprkanu am-
ukoHsl pazmepoM 400 1. H. Pactenus-onsuurenu O-Tuna
(3aKpenuTens CTEPIIIEHOCTH ) XapaKTePH30BATUCH HATHIHEM
JHK-ammukonoB amuHoi 700 m.H. ans npaiimepa TR1 u
500 1. 1. — s npaiimepa TR3. OtoOpaHHbIi MaTepral MOXET
HAWTH MUPOKOE MPUMEHEHNE B CEIEKIIMOHHONW paboTe TpH
CO3/IaHUM THOPHUJIOB, COKpAIlasi CPOKH CEIEKIUH B 2—3 pa3a
(KapakoroB u 1p., 2021).

B npouecce ceneKUnOHHBIX UCCAEN0BAHUI 3aMEUEHO, UTO
MHOTOKPaTHOE MHI[yXTHPOBaHHE caMO(EpTHIILHBIX JTHHUH
XapakTepU3yeTcsi OSIBJICHUEM MYKCKOW CTEPUIIbHOCTH B BUJIE
(hopMHUpPOBAHUS MUCTHIOAUWHBIX 1[BETKOB (OTIEBHEB U JIp.,
1986a, 0). BMecTO THIYMHOK U TMBIJIBHUKOB B I[BETKE Ha 3a-
BSI3U ()OPMHUPOBAIIUCH MUCTUIIOANIHBIE CTPYKTYPbI — PbUIbLA
WIN CeMA3a4aTKy, HO 0e3 3apoAbIleBbIX MenkoB. DeHorn-
MTMYECKOE paclIeIUICHHE TOTOMCTB JIMHEHHOTO Marepuaia B
Ipolecce CEeJeKIUU T0Ka3aylo, YTO MPHU3HAK MUCTUIIOAUN-
HOCTH KOHTponupyercs MoHoreHHo (OrmreBHeB, [ pnbaHoBa,
2010). ®opMbI pacTeHHH €O CTCPHIIBHBIMH NBUIBHUKAMH
6])1.]'[[/1 HCIOJIB30BaHbI B KAYCCTBE MATCPUHCKOI'O KOMIIOHECHTA
MEKITMHEHHBIX THOPHIIOB CaXapHOW CBEKIIBL. BhIeneHHbIe 13
9TOTr0 Mareprana GpepTHIbHBIC PACTCHUSI C BBICOKOH CTETICHBIO
CaMOCOBMECTUMOCTH (CaMO(epTUIILHOCTH) CTAIM CIYXKUTh
3aKPEITUTEIISIMH CTEPUIIBHBIX TI0 TBIIbLE (POPM ITPU CO31aHUU
ruopuioB. Pazpaborannas cxema co3nanus JuHAH O-THIA
Ha OCHOBE MpH3HAKa MUCTUJIOAMHHOCTH CTalla 3aBeplaro-
MM 3TAIOM Ha/Ie)KHOTO TIEPEX0A K CEIEKIIUH HA TeTEPO3HUC
(Omernes, ['pubanosa, 2010).

HonyquHme PE3YabTaThbl CBUACTCIBLCTBYIOT, UYTO CTCPUJIN -
3aLHsT MY»KCKOT'O TaMeTO(UTa MPOUCXOAUT Pa3HBIMH ITy TSIMH,
HO B WUTOTE NPHUBOIUT K THHOJMAINH, T.€. K IOSBICHHUIO B
Moy x paCTeHI/Iﬂ C O60€HOHI)IMH " JKCHCKHMMH IIBCTKA-
Mu. JlanbHellee U3ydyeHnue 3TOro BOIPOCa MMEET BAKHOE
3HAYECHUE ISl TCHETHIECKUX UCCIICIOBAHMUH.
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Anomunkcuc (aramocnepmus)

OHO U3 LIEHTPABHBIX HAIIPABICHUH B CEJIEKIINU PACTEHUH —
WCTIONTE30BAaHNUE SIBIICHUS allOMHUKCHUCa (aramocriepmun). J{an-
Hast cBoeoOpasHas popMa pa3MHOKEHHUSI, TPOHCXOoAsIIas 6e3
CIIMSIHUSI TaMeT, criocoOHa o0ecrneunBaTh B psle ClydyaeB
MaTE€pPUHCKYIO HAaCJIEACTBEHHOCTh, OMHOPOAHOCTH MOTOM-
CTBa M BBICOKYIO ITPOJYKTHBHOCTh B HEOTPAaHHMUYCHHOM STy
MOKOJICHUI. B cBs3M ¢ 3TMM aHau3 MOP(POreHEeTUIECKUX
MIPOIIECCOB M M3YUYCHHE dSMOPHOIOTHUSCKUX OCOOCHHOCTEH
Pa3BUTHS araMOCHEpPMHBIX (DOPM caxapHOIl CBEKIIbI TI03BO-
JISIFOT HaXOAWTh BO3MOXKHBIE IyTH MPAKTHUYECKOTO IPHUMe-
HEHHsSI alTOMUKTUYECKOTO Pa3MHOXKEHHUS B CEICKIIMOHHOM
Iporecce.

leHeTHYeCcKUii MOIUMOP(PHU3M CIIOCOOOB Pa3MHOKCHHUS
pacTeHUH, TPOUCXOAAIINX O€3 CINSHUSA TaMET, OOBIYHO MPea-
CTaBJICH JIByMsI OCHOBHBIMH THIIAMH allOMHKCHCA: TaMeTo-
(uTHBIM 1 cIOPOUTHBIM, a TaKke IMOPUONIOTEHUEH —
00pa3zoBaHNEM COMATHUYECKHUX 3apOJBIIICH B ceMsa3adaTke 1
BETeTAaTHBHBIX OpPTraHax.

I'amerodurHbIil anomukcuc. L{uronornyeckue uccieno-
BaHMS MOKA3aJIM, YTO PACTEHUSI CAXapHOW CBEKIIBI CKIIOHHBI
(hopMHUpOBATH 32aPOABIIIH C TATIONTHEIM HA0OPOM XpPOMOCOM
IyTEeM aroraMeTHH U3 S7ep 3apOJIBIIIEBOTO MEIIKa — CHHEPTH/T
wi anTuno. O HaKo raMeTO(UTHBIN AITOMHUKCHC Y CaxapHOH
CBEKJIBI BBIpaKaJICsl B BUE qumiocnopuu (PomeHko u 1p.,
2003). Bo3M0xHO, 3TO ObLIO 00YCIOBICHO UCIIOIb30BAHHEM
CEJICKIIMOHHOTO MaTepHaia, MOJyIEHHOTO Ha OCHOBE ITPHHY-
JUTEITHHBIX OIBUICHUI PACTCHUH MBLUTBION, 00TyYCHHON BhI-
COKMMHU JI03aMH TaMMa-paauaiuu B npeaenax 1500-3000 Ip
(AragonoB 1 ap., 1992). [lutonorndeckoe n3ydeHne pacTe-
HU JAaHHOTO MaTepuraia IoKas3aso, 4To npolecc Meio3a npu
METacroporeHe3e COMPOBOXKAACTCS OTCYTCTBHEM 00pa3oBa-
HUSI TETpaj Meractop. B pesynbrare KI€TKH 3apOIbIIIEBOTO
Melika )OpMHUPOBAITHCH HETIOCPEACTBEHHO M3 METaCIOPOLUTa
1 IMEJIN HEePEIYIUPOBAHHOE YHCIIO XPOMOCOM. DTO OOBIYHO
BBI3bIBACT HECTAOMIIbHBIC TCHETHYIECKIE M3MEHEH . BmecTte
C TEM METO/1 O3BOJIMII TTOJTY YU Th HECKOJIBKO raMMa-JIMHHH ca-
XapHO#1 CBEKJIbI, 00JIaa0IIUX TPU3HAKAMHU (aKyJIETaTHBHOTO
aTIOMHUKCHCa U CIOCOOHOCTBIO 3aKkperuraTs npu3Hak [[IMC.
[TpoayKTHBHOCTB CO3/1aHHBIX THOPHU/IOB HA OCHOBE MCIIOJIb-
30BaHUs anmoOMHUKTHYHON JuHMU Y-MC-2113 mocturana mo
ypoxato kopHeru1ofoB 122.2 %, mo caxapucroctu — 104.5 %
o cpaBHeHUIO ¢ koHTposieM (Boromonog, 2010). B HacTos-
1iee BpeMsl JaHHbII paCTUTENIbHBIN MaTepras UCIIOJIb3YETCs
B CEIIEKIIMOHHON paboTe.

CrnopouTHbIN anOMHKCHC. DTOT BHJI alloraMeTHH OC-
HOBaH Ha Pa3BUTHH 3apOJIbIIICH W3 COMATHUECKUX KIIETOK
MAaTEepUHCKOTO PACTEHHS C TUTIIONTHBIM HA00POM XPOMOCOM,
BXOJISIIIMX B COCTaB HYI[EIUTyCa, MHTETYMEHTOB, SHI0CTIEpMa
MaTEepPHHCKOTO PACTCHUS MM KIETOK JOYEPHEro 3apojIbliia,
MoydeHHOro Tpu omnoxotrBopernu (baternaa, 2010).
B nmpouecce skCnepuMEHTOB y caxapHOH CBEKJIBI HEOIHO-
KpaTHO Oblja 3aMEYeHa CIIOCOOHOCTh K IMOYKOBAHHIO HIIU
pacIIEIUICHHIO ceMsi3adaTka Ha JBa MM HECKOIBKO HOBBIX.
B pesyinbrare B ceMeHax MpoNCXOANIO 00pa30BaHUE HECKOIb-
KHX 3apOJbIIIeHi, MMEIONINX pa3INYHyI0 HACIEICTBEHHOCTb!
TIOJTOBOH 3aPOBINI U 3aPOBIIIH, (OPMHUPYIOIIHECS U3 COMa-
THUYECKHX KJIETOK HYIIEIJUTyCa MJIM MHTETYMEHTOB. 3apOIbIIIH,
BO3HHUKAOIIUE U3 AACP SHIOCIEPMa, HAOIIONATNCH O0BIYHO
B XaJ1a3aIbHOM KOHIIE 3apOJIBIIIEBOT0 MEIIKA TP CO3JaHNHT
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MOJIMIUIONAHBIX M aHEYIUIOMIHBIX (POPM CaxapHOMl CBEKIIbI
(Apmomok u np., 1990).

BrsiBeHHbIe 0COOCHHOCTH (DOPMHUPOBAHUS 3aPOJBIIICH
CBUJICTEJIbCTBYIOT, YTO TIOJIOBOM M OECIoIIbIii CIIOCOObI ce-
MEHHOHN PENPOyKIUH, CyIIECTBYSI COBMECTHO, IIPUBOAAT K
3HAYMTEIILHOM Pa3HOKa4eCTBEHHOCTH CEMEHHOT'0 Marepuaa
(3aiixoBckas, [lepersaTbko, 1977). B Takux ciaydasx BO3HUKAET
TEHETHIECKOe Pa3HOo00pas3ne JIMHEHHOTO MaTepuana, BbI3bl-
BAIOIIIEE OIPE/ICIICHHBIC TPYAHOCTH IIPH CO3aHUN THOPHIOB.

OmOpuonaorenus. JlaHHBINH TUI PENPOTYKIIUU PACTU-
TEJILHBIX OPTaHU3MOB OTPAKAET 0COOYIO KaTETOPHUIO BETeTa-
THUBHOTO pa3MHOXeHHsI. CTPYKTYpHOW €ANHHIICH 3TOTO THIIA
cuuTaeTcst oMOpuoud (COMaTUIECKHUIA 3apOJIBIL ), SIBJISFOLHI-
cs1, KaK M MOJIOBOH 3apO/bIIIl, 32a4aTKOM HOBOTO OPTaHU3Ma, a
HE 4acThio ero (T104Ka, JINCT, KOPEHb), KaK 3TO HaOIIoIaeTCst
IIPU YEPEHKOBAHMU ITyTeM remmopusorenesa (barbirnna,
2010). B 3aBUCHMOCTH OT NMPOUCXOXIACHUS W TIONOKEHUS
COMAaTHYECKHUX 3apOAbIIIeH Ha MATEPHHCKOM PACTEHHH BbIJIe-
JISIFOT JIBE OCHOBHBIC (DOPMBI SMOPHOHIOTCHUH: (PIIOPATIBHYIO
Y BETE€TaTUBHYIO.

Dropanvhas smopuoudocens’y caxapHoH CBEKIIbI SIBIISICT-
cs iporieccoM (POPMUPOBAHUS 3aPOABIIIECH M3 TalIOUIHBIX
AIep 3apOABIIIEBOTO MEIIKa (SHIIEeKIeTKa, CHHEPTHIbI, aHTH-
TIO/IBI), @ TAKXKE U3 KJIETOK JUIIIONTHBIX TKaHEH ceMs3adarka
(HyuemIyc, UHTEryMeHThI ¥ SH0cnepM). Tak, amOpuosoru-
YEeCKHE MCCIIE0BAHUS NPU KYJIBTUBUPOBAHMU in Vitro He-
OIUTOJJIOTBOPEHHBIX CEMsI3a4aTKOB ITO3BOJIIIH BBISIBUTD TAIIbI
(hopmupoBanus rarIonHbIx 3aposiiieit ([loxsuruna, 2010;
Tomaszevska-Sowa et al., 2017). Habmronaemoe nenenmue ra-
TUIOWTHBIX KJIETOK SIMIIEBOTO arrapara Wik aHTUITOZ IPHBOIN-
JI0 K 00pa30BaHMI0 MHOTOKIIETOYHOTO IPOIMOPHO, CXOHOTO
C Pa3BUTHEM 3apObIIa, 00Pa30BaBIIETOCS OTOBBIM ITyTEM.
DTOT pHeM J1aJl BO3MOXKHOCTB IOJTy4aTh OT pacTeHNIH-/J0HO-
poB (B 5—6 pa3 ObICTpee) TEHSTUYCCKH U MOP(OIOTHUCCKU
Pa3HOO0Opa3HbIi MaTepHall ¢ BLICOKMM yPOBHEM T'OMO3HIOT-
HocTh. Hacrosiiye ncceienoBaHus MociTy>KHiIn OCHOBOH yCKO-
PEHHOTO CO3JIaHUsl TOMO3UTOTHBIX JIMHUH, KOTOPBIE HAILIN
IIMPOKOE IPIMEHEHHE B CENEKITNH caxapHoi cBekJIbI (barhr-
runa, 2010; Kikindonov et al., 2016; Lamaoui et al., 2018;
Pazuki et al., 2018).

Becemamuenas smbpuoudocenus ocHOBaHA HAa POPMHUPO-
BaHWU HIMOPHOUIOB M3 COMAaTHIECKUX KIICTOK BET€TATHBHBIX
opraHoB pacteHull. Tak, KyJIbTUBUPOBAHUE i7 Vitro YEPEILKOB
JIMCTBEB CaxapHOM CBEKJIbI Ha MUTATEIbHOU cpene Mypa-
cure—Cxkyra, nomnomHenHoi 6-BAIT (0.2-0.3 mr/m) un 2.4-D
(0.1 mr/m), ctumyarpoBaio MOpGhOIOruIeCKOe Pa3BUTHE MPO-
POCTKOB M3 3MUAEPMAIBHBIX KIETOK YEpPEIIKa, HAalTOMUHAI0-
11ee 3Tamnbl (GOPMHUPOBAHUS MOIOBBIX KJICTOK 3aPOJIBIIIEBOTO
Mmerika. CHauana HaOIHOIAIOCh 00pa3oBaHUE OT OIHOU 0
HECKOJIBKUX WHUINAIBHBIX KJIETOK, TIOXOKUX Ha TOJIOBBIE
KJIETKH 3apOJIBIIIEBOTO MEIIKA. XapaKTePHBIMH JJIsI HUX ObLTH
OoJiee TUIOTHASI LUTOIIa3Ma U KPYIHOE SIIPO C SAPBIIIKOM.
WunnmansHas KJIeTKa AeIUIach MONEPedHo ¢ 00pa3oBaHUEM
KJIETOK Oy/yIero KopHs. B pesysnbrare gansHEHIINX 1eeHniH
MPOUCXO/IMIIO PA3BUTHE 3aPOJIBIIICHOOOHBIX CTPYKTYP — IM-
O6pnonnoB, mpeodpasyrommxcs B popoctku (boromornosa,
Kyxoxanosa, 1998). [TonmyueHnsle qaHHBIC COIIACYIOTCS C
pesyabraraMu JpYrHX HCCIieoBaTeNei, KOTOpbIe TaKkkKe Ha-
Omromany pa3BUTHE CTPYKTYPHBIX 3JIEMEHTOB, TIOXOKHX Ha
THITOKOTHJIb C JIUCTBHSIMH, M3 KJICTOK 3IUJICpPMHCA Ha alaK-
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CHAJIBHOW TIOBEPXHOCTH KyJIBTUBUPYEMBIX YEPEIIKOB caxap-
HoM cBexubl (Mahmoud et al., 2017).

IMaprenorenes. Jta ¢opmMa aHOMUKTHYECKOTO PA3MHOXKe-
HUSI BKIIIOUAET Pa3BUTHE 3apOJIbIIICH Ui U3 SHIEKIIETKH 0e3
y4acTUsl MY’KCKOI TaMeThl, WM U3 CTIepMUs — 0e3 yJacTust
aiinexnerkn (Maneuknii, 2005). CortacHO COBpeMEHHBIM
MIPEACTABICHUAM, TAPTEHOTCHETHYECKOE PAa3BUTHE 3aPO/IbI-
II1a caxapHOW CBEKIIBI OTHOCUTCS K SMUTEHETHIECKOH hopme
HACIIEICTBEHHOCTH U n3MeHUnBOCTU. OHAa CBsI3aHa C IOITyYe-
HHEM KJIETKaMH CeMA3a4aTKOB [[BETYII[NX PACTEHUH BHEIIHUX
WM BHYTPEHHUX CUTHAJIOB, TIO3BOJIIONINX ITEPENTH OT OHOMN
MPOTpaMMBbI pa3BUTHS K Apyroi. M3ydenue Gopm cBekIbl ¢
nedexrroii nbutb1ioi (LIMC) B oneBbIX yCIOBHSIX MOKa3aJIo,
YTO yPOBEHb PENPOAYKIIHH CEMSH OBbUI PaBEH ABYPOIUTENb-
CKOMY CIIOCO0Y MIIM IIPEBBINIAN ero. B mapTeHoreHeTHUecKuX
CEMEHHBIX IIOTOMCTBAX C BBICOKOW YaCTOTOM BCTPEUYATIUCh
CEeMeHa C raruIoNIHBIM HabopoM XpoMocoM. J{o1s Tarionios,
cocraBisist 3—10 % oT ymcna MpopocuINX CeMsH, ObUIa Ha
4 opsiiKa BhILIE, 4eM IPH OOBIYHOM CIIOHTAHHOM ITOJTyY€HUU
CEMsH, U COOTBETCTBOBAJIA YPOBHIO TallNIONJIOB B KYIBType
in vitro (Maneukuni u ap., 2015). B 1o ke Bpems ciemyer ot-
METHTB, YTO MOJTy4YeHHE TalyION/I0B B TAPTEHOTCHETHYECKHUX
MOTOMCTBAX Ha 3—4 mopsijika JeIIeBIe, YeM MPH HOITyUYeHUN
in vitro.

JanpHelue UCClIel0BaHys IapTEHOI€HEe3a MOTYT OT-
KPBITh HOBBIE BO3MOYKHOCTH B CEJIEKIINH, TaK KaK PE3KO YIPO-
AT M yACHIEBISIOT mporecchl co3nanusd MC-rudpnmos.
OTO0 MO3BONIAET NMPEANONI0KNTh, YTO MOTYUYECHUE TamIonoB
JTAHHBIM CITOCOOOM MOJKET CTaTh OIHUM M3 CaMbIX 3(dek-
TUBHBIX IPUEMOB CEJIEKIIUH Y CaXapHOH CBEKJIbl. Peanmusanus
TOTO WJIM MHOTO THUIA BOCIIPOU3BEACHUS U PA3MHOXKEHUS Y
pacTeHHi CBEKIIbI 00ECTIEUUBAETCS TTOTEHIIMAIBHBIMU BO3-
MOXHOCTSIMH CHUCTEMBI PENPOMYKIMH BUAA, YTO MO3BOJISAET
COXpaHITh TOMEOCTAa3 BUJIa U MOIMYJISIIIUU B LIEJIOM.

3aknioyeHune

Crennguka npueMoB penpoyKTHBHOW OMOJIOTHY caxapHOi
CBEKJIBI COCTOMT B MHOTOBAPHAHTHOCTH 00pa30BaHMUs y pac-
TEHHI HOBBIX CBOMCTB U MPU3HAKOB. [IpereHepaTuBHbIi me-
PHOJ pa3BUTHSI OKa3aJics HanOoJiee MOAXOSIIMM JIJIsl BereTa-
THUBHOTO Pa3MHOKEHHUS U CO3TaHUs CETICKIIMOHHOTO MaTepHa-
Ja, 00JIa/IAI0IIEeTO CIIOCOOHOCTHIO BOCIIPOU3BOIUTE [IEHHBIC
CBOMCTBA Ha OCHOBE MCIIOJIL30BAHUS METOA0B NAPTUKYIIALIUN
1 MUKPOKJIOHAJIBHOTO Pa3MHOKEHHSI. DTH METO/BI — OTUH U3
PE3ePBOB CUCTEMBI PEIIPONYKIIHH, B COYCTAHIH C CEMCHHBIM
Pa3sMHOXKEHHEM 00€CIeUuUBAIOT IUIACTHYHOCTh OpPraHu3Ma,
COXpaHssl B MOJIEBBIX YCIOBHUAX T€HOTHUI, (DEHOTHII, TIIOUI-
HOCTB U JIpyTHe IICHHBIC CBOMCTBA.

MeTozp! KJIETOYHON CEJIEKLIMU AAF0T BO3MOKHOCTb CO3/1a-
BaTh MaTepual, 00Iagaromnii N3MEHEHHOHN TUTOMIHOCTHIO,
YCTOMYUBOCTBIO K HEOIATOMPUATHBIM (DaKTOpaM OKpYKaro-
nieit cpeapl. Hanbosiee pa3paboTaHHBIMH MOXHO CYMTATh
Mop(hoTreHeTHIECKHIEe TTPHEMBI PETTPOAYKINH, KOTOPBIE CO-
MIPOBOX/IATHM CO3JaHHE JTHHEWHOTO MaTrepHhalia ¢ U3MCHCH-
HbBIMH CBOﬁCTBaMH, ITOBBIIIAKOIIIMMU ycnemelﬁ nepexoa ot
TIOTYJISIIIMOHHOM K THOPHUIHOM cenekinu. bospioe BuustHIe
Ha (QOpMUPOBAHUE PA3INIHBIX HAIIPABICHUI CUCTEM PETIPO-
JYKIIMY OKa3aJli TaKUe CeJICKI[MOHHBIE TIPOLIECChI, KaK CaMo-
W TepeKpecTHas HecoBMecTUMOCTh, LIMC n amomukcuc.
DKCTIepUMEHTAIbHBIC MCCICOBAHNS HA OCHOBE SIBICHUUN
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anmoraMeTHH, JUIIOCIIOPUM U MapTEeHOIeHe3a OTKPHIBAIOT
MIMPOKHE BO3MOXKHOCTHU AJIsI pabOTHI B 00IACTH CENEKINN U
o6unorexHonorny. OJJHAKO METO/IBI araMOCHEPMUHN HEI0CTa-
TOYHO Pa3padOTaHBbI JJIsl IPUMEHEHHS B CEJICKLIUH.

HVccnenoBannst allOMUKTUYECKOTO Pa3MHOMXKEHHUS caxap-
HOM CBEKJIBI 0COOEHHO MepCreKTHBHBI y pacTenuii ¢ [IMC.
DTO CBSA3aHO C HACJIEAOBAaHUEM OT/ENbHBIX MPU3HAKOB B I10-
TOMCTBE THOPHUIOB, KOTOpOE 00yCIOBICHO Mepeaadeii TeHOB
TOJBKO OT MaTepuHCKOro pomurens. Lluromnasmarnyeckas
MYJKCKasl CTePUIBHOCTh COIPOBOXKJIAETCS MPHCYTCTBUEM B
IIUTOIUIa3Me KJIETOK JIByX THUIIOB BHY TPUKJICTOYHBIX OPTaHEIIT
(MUTOXOHJPHH 1 XJIOPOILIACTHI C COOCTBEHHBIM T€HETHUECKUM
matepuaiom MT-JIHK u xn-JIHK). [{lutonornyeckue n mose-
KyJIIPHO-TEHETHYECKUE HCCIICIOBAaHNS CaXapHOH CBEKIIBI C
LIMC nepcrieKTUBHBI, TaK KaK B araMOCIEPMHBIX TIOTOMCTBAX
MOYKHO BBISIBUTH I'€HO- U ()EHOTHIIMYECKUI moaumMopdusm.
OTO MO3BOJISIET IPUMEHSTH HHHOBAIIMOHHBIE TEXHOJIOTHHU B
CEJICKIIMOHHON paboTe /Tl CO3/1aHMsI TOMO3UTOTHOTO Mate-
pHana caxapHOH CBEKJIbI C HOBBIMU IPU3HAKaMHU.
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O1leHKa pojy 0T60pa B 9BOMIOILINUYM MUTOXOHAPMAIbHBIX TEHOMOB
KOpeHHOTro HacejieHus1 Cubupun

B.A. MaAﬂp‘{yK@, M.B. Aepenko

MHcTUTYT 6ronornuecknx npobnem Cesepa [lanbHEBOCTOYHOIO OTAeNeHNA Poccnincko akagemun Hayk, MaragaH, Poccus
® malyarchuk@ibpn.ru

AHHOTauumA. iccnepoBaHua xapaktepa nameHUnBocTn mutoxoHapuanbHor HK (MtHK) B nonynaunax yenoseka Bbl-
ABUN, YTO GENOK-KOAMPYIOLLME reHbl HAXOAATCA Mo AENCTBMEM OTPULLATENBHOTO (OUMLLAIOLLEr0) OTOOPA, MOCKOMbKY
MyTaLMOHHble creKTpbl reHoB MTAHK xapakTepur3ytoTca BbipaXkeHHbIM npeobnafjaHnem CUHOHMMMYHBIX 3aMeH Haf
HEeCMHOHVMMUYHbIMK (BenuumHa napameTpa Ka/Ks < 1). Mexpay Tem B pAfe nccnefoBaHuii NokasaHo, YTo aganTtaumsa
nonynsAuuniA K pasfinyHbIM YCIOBUAM NPUPOAHON CPefbl MOXKET COMPOBOXAATbCA OCnabneHreM oTpuULaTeENbHOrO OT-
60pa B HekoTopbix reHax MTAHK. Tak, paHee 6OblI0 YyCTaHOBMIEHO, YTO B apKTMYECKMX MOMyNALMAX OTPMLATENbHbIN
oT6op ocnabneH B MATOXOHAPWANbHOM reHe ATP6, kogupytowem oaHy 13 cybbeguHuy ATO-cumHTasbl. B HacToAwein
pabote nposeneH Ka/Ks-aHanu3 MUTOXOHAPMANbHbBIX FEHOB B 60MbLUMX BbIGOPKaX TPEX PErvoHanbHbIX Fpynn Hace-
nenna Eespasun: Cnbupm (N = 803), 3anagHoin Asun/3akaskasba (N = 753) n BoctouHon EBponbl (N = 707). OcHoBHas
uenb paboTbl — NOWCK CeA0B aaanTBHOW 3BonouMmn B reHax MTAHK KopeHHoro HaceneHusa Cubupu, npeactaBneH-
HOro HaceneHviem ceBepa (KOpsAKM, 3BeHbl) 1 tora Cnbupmn n npuneratollein Tepputopumn Cesepo-BoctouHoro Kutas
(6ypsATbl, 6apryTbl, xamHuraHe). C nomoubto ctaHgapTHoro Ka/Ks-aHanmsa yctaHoBneHo, yto Bce reHbl MTAHK Bo Bcex
N3YUeHHbIX PernoHanbHbIX FPynmnax HaceneHnsa UCNbITbIBAKOT AeNCTBYE oTpULaTenbHoro otbopa. Hanbonee Bbicokme
3HaveHuA Ka/Ks B pa3nnyHbix permoHanbHbIX BbIOOpKax 06Hapy»KeHbl MPakTUYeCKn B O4HOM 1 TOM e Habope reHos,
Koampytowmx cy6beanHuubl ATO-cuHTasbl (ATP6, ATPS), HAH-nernaporeHasHoro komnnekca (ND1, ND2, ND3) v uu-
Toxpom bc;-komnnekca (CYB). Camoe Bbicokoe 3HayeHune Ka/Ks, ykasbiBatollee Ha ocnabneHune oTpuLaTenbHOro oT-
60pa, BbIsABNEHO B reHe ATP6 B cMbupcKol rpynne. Pe3ynbTaTbl aHanmsa, BbINOJHEHHOTO € Momolyblo MeToga FUBAR
(naket nporpamm HyPhy) n HanpaBneHHoro Ha nouck kogoHos MTAHK, HaxopAwWwmMxca noa aenctanem otbopa, Takxe
noKasanu npeobnagaHue BANAHUA OTpULATENIbHOTO OTOOPa HaZ NONOXKUTENIbHBIM OTOOPOM BO BCEX rpynnax Hacene-
HUA. B cBUPCKMX NOMyNALUUAX HYKNEOTUAHbIE MO3MLMM, HAXOAALWMNECA NOA AeCTBUEM MOSTIOXKUTENBHOrO 0T6opa 1
accouunnpoBaHHble ¢ rannorpynnamu MTAHK, 3apernctpupoBaHbl He Ha ceBepe (YTO OXMAAETCA B NMPELNONOKEHUN
aganTueHon 3sontouun MTAHK), a Ha tore Cnbupn.

KnioueBble cnoBa: MutoxoHapuanbHas [HK; ectectBeHHbINn oT60p; Ka/Ks-TecTbl; nonynsauuy yenoseka; Cnbupb.

Onsa untuposanus: Manapuyk b.A., lepeHko M.B. OueHKka ponu oT6opa B 3BOOLUM MATOXOHAPUANIbHBIX FEHOMOB KO-
peHHoro HaceneHua Cnbupw. Basunosckuli XypHas 2eHemuku u cenekyuu. 2023;27(3):218-223. DOI 10.18699/VJGB-23-28

Evaluating the role of selection in the evolution
of mitochondrial genomes of aboriginal peoples of Siberia

B.A. Malyarchuk@, M.V. Derenko
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Abstract. Studies of the nature of mitochondrial DNA (mtDNA) variability in human populations have shown that pro-
tein-coding genes are under negative (purifying) selection, since their mutation spectra are characterized by a pro-
nounced predominance of synonymous substitutions over non-synonymous ones (Ka/Ks < 1). Meanwhile, a number of
studies have shown that the adaptation of populations to various environmental conditions may be accompanied by a
relaxation of negative selection in some mtDNA genes. For example, it was previously found that in Arctic populations,
negative selection is relaxed in the mitochondrial ATP6 gene, which encodes one of the subunits of ATP synthase. In this
work, we performed a Ka/Ks analysis of mitochondrial genes in large samples of three regional population groups in
Eurasia: Siberia (N = 803), Western Asia/Transcaucasia (N = 753), and Eastern Europe (N = 707). The main goal of this
work is to search for traces of adaptive evolution in the mtDNA genes of aboriginal peoples of Siberia represented by
populations of the north (Koryaks, Evens) and the south of Siberia and the adjacent territory of Northeast China (Bu-
ryats, Barghuts, Khamnigans). Using standard Ka/Ks analysis, it was found that all mtDNA genes in all studied regional
population groups are subject to negative selection. The highest Ka/Ks values in different regional samples were found
in almost the same set of genes encoding subunits of ATP synthase (ATP6, ATP8), NADH dehydrogenase complex (ND1,
ND2, ND3), and cytochrome bc; complex (CYB). The highest Ka/Ks value, indicating a relaxation of negative selection,
was found in the ATP6 gene in the Siberian group. The results of the analysis performed using the FUBAR method
(HyPhy software package) and aimed at searching for mtDNA codons under the influence of selection also showed the
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OueHKa ponu oT6opa B 3B0MIOLMM
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predominance of negative selection over positive selection in all population groups. In Siberian populations, nucleo-
tide sites that are under positive selection and associated with mtDNA haplogroups were registered not in the north
(which is expected under the assumption of adaptive evolution of mtDNA), but in the south of Siberia.

Key words: mitochondrial DNA; natural selection; Ka/Ks-testing; human populations; Siberia.
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BBepeHune

Muroxonnpuanssas JJHK (mtIHK) siBisieTcst oTImYHbIM HH-
CTPYMEHTOM JUIs HCCIICIOBAHUS 3BOTIOIIOHHON HCTOPHH Ye-
JIOBEYECTBA, YTO CBSI3aHO C TAKMMH OCOOEHHOCTSAMH reHOMa
MUTOXOH/IPHI, KaK HAacJIeJOBaHUE IO MaTEPUHCKOH JIMHNY Oe3
PEKOMOMHAILIMIA U BBICOKAsI, B CPABHEHUH C SIJICPHBIM TEHOMOM,
CKOPOCTh HakoruteHust MyTarwii (Brown et al., 1979; Giles et
al., 1980). [TocTenenHoe HAKOTUICHNE MYy TaIMi B TAIFIOTHIIAX
mT/IHK nipuBoauT k hopMupoBanuio rpyni GpuioreHeTnye-
CKH POJICTBEHHBIX TaruioTHNOB (T.e. rarmorpymn MtIHK),
KOTOPBIE XapaKTEePU3YIOTCS TOMYJSIIMOHHO-CIICIN(HUIHBIM
pacrpenencauem (Wallace, 1995). Cuagasna ObL1H OOHApPYIKE-
HbI KOHTHHEHTAJIbHBIE MAaKpPOTaIIOr PYTIITBI, & O3XKE, IT0 Mepe
YBEIUYCHUS pa3periaroniei ciocoornoctr anamusa Mt/ JHK —
OT CEKBEHUPOBaHUs OTAeNbHBIX yuacTkoB MT/IHK mo mo-
CJIEI0BATEIBHOCTEH 1EIBIX MUTOTEHOMOB, OBIIH BBISIBICHEI
stHocnenupuunsle ramtorpynnsl MT/IHK (Olivieri et al.,
2017; Derenko et al., 2019; Garcia et al., 2020).

Pe3ynbraThl MOMyNsSIMOHHO-TEHETHUECKUX HCCIIEI0BAHUN
nocieanux 20 JIeT CBUIETENIBCTBYIOT O OOJIBIIOM 3HAYCHUH
OTPHUIATENILHOTO 0TOOpa B (PYHKIIMOHMPOBAHUU TEHOMA MH-
toxounpuit (Mishmar et al., 2003; Elson et al., 2004; Kivisild
et al., 2006; Ingman, Gyllensten, 2007; Sun et al., 2007;
Jepenko, Manspuyk, 2010; Eltsov et al., 2010; Malyarchuk,
2011; JlutBuHOB 1 1p., 2020). DT0 00YCIOBICHO, MPEXKIC
BCETO, OOJIBIION Ba)KHOCTBIO 3TOH M€HETHYECKOH CHUCTEMBI,
obecrieunBaroIiei padboTy AbIXaTeIbHOM 1IeTTH MUTOXOHPUH.
I'enbl, kopupyromye cyObeIMHNIIBI OETKOBBIX KOMILIEKCOB
neixarensHOU nern (HAJIH-yOuXxuHOH-0KCHIOPEyKTa3HO-
IO, IUTOXPOM b ;, TMTOXPOM c-0KcuazHoro, AT®-cunrazHo-
T0), COCTABISIIOT IpUMeEpHO 70 % MUTOXOHIPHUAIEHOTO F'€HO-
Ma. BbIcoKasi KOHCEpBaTUBHOCTh STHX T€HOB 00YyCIIOBJIEHA
CYIIECTBEHHBIM NpeolialaHieM CHHOHMMHUYHBIX 3aMEH B
pazmuunbix reHax MTIHK (Ks) Han HecurornMuaabME (Ka),
MPUBOSIINME K 3aMEHAM aMHHOKHCIIOT.

B paHHMX HCCIEIOBAHUSIX IOKA3aHO, YTO MUTOXOHIPHAIb-
HBIE TeHBI MOT'YT OBITh ITOJIBEP>KEHBI ICHCTBHIO MOTOKHUTEIb-
HOTo 0TOOPA, BETYIIETo K MPEBATUPOBAHHIO YHCIIAa HECHHOHH-
MHUYHBIX 3aMEH HaJl CAHOHUMHYHBIMH, B CBSI3H C aJlanTainei
MOMYJISIUN YeIOBEKa K PA3IMYHBIM YCIOBHUSIM IIPHUPOTHOM
cpensl (Mishmar et al., 2003). Tak, OTKJIOHEHHE OT HEUTPAITb-
Hoit Mmozenu uzmenunBoctu MT/IHK Op110 3apeructpupoBaso
B Pa3IIMYHBIX PETHOHAIBHBIX TPyMIax HacereHust EBpasum n
Awmepuku. AHanu3 pacnpenenenus sHaueHni Ka/Ks moxkasann,
YTO B aPKTUYECKOH 30HE OTPHUIATEIBHBIA 0TOOpP 0CNabiIcH B
MUTOXOHApHaNsHOM rerne ATP6, B ymepenHoi 30He (EBpo-
na) — B rene CYB, a B Tponnueckoii 30He — B reHax COI u
ND3 (Mishmar et al., 2003; Ingman, Gyllensten, 2007).

[Ipeobnamanne noswimeHHBIX 3HaueHUH Ka/Ks B rene
ATP6 y naceyneHHsl apKTUYECKOH 30HBI (B CHOMPCKHX U ce-
BEPOAMEPUKAHCKUX MOMYJSIIMAX) B CPABHEHUH C APYTUMH

peruoHaMu OOBSICHSJIOCH aJanTalueil MOMmyJISIUi K yCIlo-
BusiM Kpaiinero Cesepa (Mishmar et al., 2003). I'en ATP6
KOJIPYET CyObeIMHNUITY 6 MUTOXOHIpHaIbHON AT®D-crHTassl,
Y4acTBYIOIIEH B CONPSKEHUH NMPOLEcCOoB Mpoaykiuu ATD u
TeTUIa JUTsl OJ/Iep KaHus] TEMIIEPATyPhI Tela, ¥ TOITOMY TIpea-
TOJIaraeTcs, YTO BApUAHTHI MOTMMOP(H3Ma, YMEHBIIAIOIINE
3 PEKTUBHOCTB COMPSIKEHHSI, MOT'YT OBITh BBITOJIHBI B yCJIO-
BUSIX XOJIOIOBOTO CTpecca, MOCKOIbKY OHU CIIOCOOCTBYIOT
YBEIMUYCHUIO IPON3BOICTBA TEIUIA M CKOPOCTH MeTaboIn3Ma
B 11esioM (Mishmar et al., 2003).

[To3xe OBLIO BBIABIEHO, YTO NOBBIIICHHBIC 3HAYCHUS
Ka/Ks B rene ATP6 npeBannpyoT y BOcTouHbIX a3uaros (El-
son et al., 2004; Sun et al., 2007). B npyrom ucciienoBanuu
MHUTOXOH/IPUAIbHBIX TEHOMOB HacesneHus: CeBepHol Azuu
(Ingman, Gyllensten, 2007) Takxe OblUTH 0OHApPYKEHBI HAU-
Oounee Boicokue 3HaueHust Ka/Ks B rene ATP6. Hakomnenue
HECHMHOHUMUYHBIX MyTalllil B 3TOM I'€HE PacCMaTpHUBaIOCh
aBTOPaMHU KaK MEJICHHBIH B 3BOJIIOIIMOHHOM ILJIaHE IPO-
L[eCC ITOCTENIEHHOT0 OCIabJIeHHsI OTPULIATENILHOTO 0TOOpa Ha
MPOTSDKCHNHU TTOCIETHUX HECKOIBKUX JIECSTKOB THICSY JIET.
B nose3y Takoro crieHapus CBUICTENLCTBYIOT 1 IAHHBIE O TOM,
YTO HEKOTOPLIC APEBHUEC HECUHOHUMUNYHBIC 3aMCHBI MApKU-
pytoT coboii rarmorpymmsl MTHK, momyumBmme mmpokoe
pacnpoctpanenue Ha ceepe A3un (Ruiz-Pesini et al., 2004).
Hampuwmep, 310 3amena G8584A, mapkupyromas Makpora-
wiorpymnny M8 u ee NMpenMyIIecTBEHHO CEBEPOA3HATCKYIO
ramtorpyniy C; 3amena C8794T, onpenenstomnas raniorpyi-
ny A; 3ameHa A8701G, mapkupytormas Makporariorpynmy N
B niesioM. [Ipeanonaraercs, uro Takoro poaa 3amensl MTIHK
CBSI3aHBI C N3MECHCHHUSMH B SHEPTETHYECKOM OOMEHE U TeM
CaMbIM CHOC06CTByIOT aanTanun K CEBEPHBIM YCJIOBUSM,
Oymyud TMOTEHIMAIbHBIMU KaHIMJATaMH Uil aJallTHBHOTO
or6opa (Ruiz-Pesini et al., 2004).

[pyroil cueHapuii, Kak OTMEYaJIOCh BBILIE, 3AKIFOYAECTCS
B TOM, YTO MyTaIlHOHHbIC M3MEHEHUs B TeHe ATP6 mpou3o-
IIJIM B pe3yJbTare OCiabiIeHusl OTPUIATEIBHOTO 0TO0pa, a
IMOBBIIIEHUIO YaCTOThI 3TUX BAPHUAHTOB HOJ'II/IMop(l)I/ISMa B
CEBEPHBIX MOMYJIAIMIX ITOCTIOCOOCTBOBAN Apei] reHoB, -
(heKTBI KOTOPOTO JTyHIIE MPOSIBISIIOTCS B TTOMYJISIIUSX MaJIOH
addexruBroii uncnennoctu (Ingman, Gyllensten, 2007).

Pesynprarer Ka/Ks-anann3a MUTOXOHIPHAIBHBIX T€HOB
B PaKOBBIX TKaHSX IMPOJEMOHCTPHUPOBAIH CYIIECTBEHHOE
ociiableHne OTPULIATEIBHOTO 0TOOpa B Pa3iMYHBIX MEeHAX
MT/IHK B ycinoBusax a3poOHOTO ITIHKOJIH3a, KOTOPHI aKTHBHO
nporekaeT B pakoBbIx kierkax (Stafford, Chen-Quin, 2010;
Liuetal.,2012; Skonieczna et al., 2018). [Ipu conocraieHnu
Ka/Ks-crekTpoB B 30pPOBBIX M PAKOBBIX TKAHSIX OKa3aJiOCh,
YTO IPH PA3TMIHBIX TUIIAX paka B MUTOXOHIPHAIBHBIX TeHAX
MOPaKEHHBIX KJIETOK HAOII0IAeTCs CTaTUCTHYECKU 3HAYUMOE
ocnabJeHne OTPHUIIATEIFHOTO 0TOOPa BO BCEX T'eHaX, KpOMe
ATP6 n ATPS, a taxxe ND3 u CO2 (Liu et al., 2012). B ot1-
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HOIICHUH TEHOB, KOJAMPYIOLIHX cyObeanHuIpl ATD-cuHTasbl,
3TO O3HAYAET, YTO TSI MUTOXOHJIPUH 37I0POBBIX KJIETOK Xa-
paKkTepHO, MO BCEH BHIMMOCTH, HACTOJIBKO CYIIECTBEHHOE
ocnallieHre OTPULATENILHOTO 0TO0Pa, YTO OHO MPAKTHUECKH
HE OTIIMYAETCs OT TAKOBOT'O B yCIOBHSIX KaHIeporenesa. Ox-
HaKO MPUYMHBI TAKOTO TIOBECHHSI MUTOXOH/IPHAIIEHBIX TCHOB
ATP6 n ATP8 B HOpME J10 KOHIIA HE TIOHSATHBHI.

Taxum o0pa3oM, pe3yiabTaThl HCCISTOBAaHUN XapakTepa
9BOIOIHN OeNoK-Koaupyrommx reHoB Mt IHK B momyssimsx
YeJI0BEKa CBU/IETEIBCTBYIOT O JOCTATOYHO BHICOKOH KOHCEP-
BaTMBHOCTH MHTOXOHJPHAJBbHBIX 'C€HOB, OAHAKO HaJIHIHE
MEKMOMYISIUOHHBIX PA3IMYNi yKa3bIBaeT Ha BO3MOXKHOE
IIPOSABJICHUEC )leﬁCTBPIH TMIOJIOKHUTCIIBHOT'O 0T6opa B HCKOTOPBIX
renax MT/IHK B cBsi3u ¢ azanTanueil nomnyasuuil K paziand-
HBIM KIIMMaTHYeCKUM yCIOBHM. B psie pabot 3ToT Bompoc
paccmarpuBacs Ha mpuMepe nonyssinuii Bocrounoii Aszun,
BKIIIOYasi KOpeHHOe HaceneHne CHOWpH, OTHAKO pa3Mepsl
MCCIIEIOBAHHBIX BBHIOOPOK OBLIM HEZOCTAaTOYHO pEnpe3eH-
tatuBHBIME (MeHee 100 monmHbIx MuTOoreHOMOB) (Mishmar
et al., 2003; Elson et al., 2004; Kivisild et al., 2006; Ingman,
Gyllensten, 2007; Sun et al., 2007).

B nacrosimeii pabote npecraBieHbl Ooliee TOoJHbIE CBe-
JICHNS O BIMSHUM OTOOpAa HA MHUTOXOH/PHAIBbHBIE TEHOMBI
TIOMYJISIIMN YeJIOBeKa, OCHOBAaHHbBIE Ha pe3yabrarax Ka/Ks-
ananmza reHoB MT/JHK y xopennoro nacenenust Cubupu
(N = 803) B cpaBHEHHHU C HaceleHHWEM 3amagHoi A3uu u
3akaBkasbs (N = 753) nu Bocrounoit Espomnsr (N = 707).

MaTepmanbl n metoabl

[Tpoananusuposansl omyoOnukoBanHble B GenBank (https:/
www.ncbi.nlm.nih.gov/genbank/) nanHbIe 00 U3MEHYNBOCTH
LENTBIX MUTOXOHAPHAIBHBIX TEHOMOB y KOPEHHOTO Hacele-
HUsI ceBepHOM yactn CHOMpPH, NMPEACTaBICHHOTO KOPSIKAMHU
(N = 154) u sBenamu (N = 219), u roxHoit yactu Cubupu
u mpuieratomux Tepputopuii CeBepo-Boctounoro Kuras,
IPE/ICTABICHHOTO MOHTOJIOSI3BIYHBIMHI OypsiTaMHu, OapryTamMu
n xamuuranamu (N = 430). JIns cpaBHEHUS! HCTIOIb30BAHbI
JIAHHBIE O TTOMMOP(HH3ME LIETBIX MUTOTEHOMOB B ITOITYJISIIUSIX
3amagHOoM A3uu (TIepCHI, KAITKAKNIIBI, THBAHIIE) U 3aKaBKA3bs
(apmsiHe 1 asepOaitmxaniel) (cymmapHo N = 753), a Takxke
y HaceneHus Boctounoit EBporsl (pycckue, yKpauHIIbL, 1Mo-
BOJDKCKHE TaTapsl M 3cTOHIBL, N = 707).

AmnanmzupoBanu pacrpenenenue 3Hauennii Ka/Ks (coorno-
IIEHHs YMCIIa HECHHOHNMHYIHBIX 3aMEH Ha HECHHOHUMUYHBIT
caiit (Ka) kK unciry CHHOHUMHUYHBIX 3aMEH Ha CHHOHUMUYHBIH
caitt (Ks)) B komupyembix L-ienibto MTIHK renax ND1, ND2,
COl1, CO2, ATPS, ATP6, CO3, ND3, ND4L, ND4, ND5 n
CYB. J1na Ka/Ks-ananusa HCIIoIb30BaIM TPOTPAMMEI ITAKeTa
DnaSPv. 5 (Librado, Rozas, 2009). [eiicTBHE OTpHIIATCIBHO-
ro otbopa npexamnomnaraercs mpu Ka/Ks < 1 11 monoxuTeasHoro
oroopa—npu Ka/Ks > 1. J{nst ananusa aeiictust ordopa Ha Oe-
nok-koaupyromue reusl MT/IHK rcnonb3oBanu Takke maker
nporpamMm HyPhy (http://www.hyphy.org) (Kosakovsky Pond
et al., 2005). JInst BRIIBICHUST KOJAOHOB, HAXOJSIIMXCS TTOJ
JICWCTBUEM OTPHLIATEIIHLHOTO U TTOJIOKUTETLHOTO 0TO0pa, TIPH-
mensutn metof Fast Unconstrained Bayesian AppRoximation
(FUBAR), no3Bosstiommuii ObICTpO aHATM3UPOBATh OONbIINE
Ha0OPBI MOJIEKYJISIPHBIX IAHHBIX C TOMOIIBIO HEPAPXUIECKOTO
GaitecoBckoro Metoma u Mmetora MonTe-Kapiio 1t MapKOBCKIX
neneit (MCMC) (Murrel et al., 2013).
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Pesynbrathl 1 06CyKaeHne

Pesynbrarel anannsa pacnpenenenus 3nadenuii Ka/Ks B
6eOK-KOTUPYIOMUX TeHaX MUTOXOHIPHUAIBHOTO TeHOMA B
MOMYIISIUAX KOPEHHOTO HaceneHus: Cubupy moxasaiu, 4To
BO BCEX, KPOME OJTHOTO, CITydasiX 3Ha4eHUs TOr0 apameTpa
HIDKE €IMHULIBI, YTO CBUACTEIBCTBYET O BIUSIHUH OTPULIATEITh-
Horo otoopa Ha reHsl MT/IHK (Tabn. 1). Haubonee Bricokue
snauenust Ka/Ks 3aperucrpuposanst B rene A7P6. [Tpuaem
Y KOPSIKOB — T1aJIe0a31aTcKoro Hapoa, chopMHUpOBaBILIETOCS
Ha CeBepo-BocToke A3un B CypOBBIX KIIUMAaTHIECKUX YCIIO-
BUsiX, 3HadeHne Ka/Ks npeBblnaer eAnHUILy, 4TO yKa3bIBACT
Ha JCWCTBHUE MOIOKUTEIFHOTO 0TOOPA Ha 3TOT MUTOXOH/IPH-
aJIbHBIN TEH.

B tabu. 2 npuBonsres 3nadenus Ka/Ks B Tpex perunonan-
HBIX TPyIIax HaceneHus. B cuOupckoil rpymme momyasaui
HamboJee BHICOKHE 3HAYCHUS OOHAapyXKeHHI B TeHax ATPO6,
ATPS8, ND2 n CYB, B nonynsiuusix 3anaanoil A3um u 3akas-
ka3bs —BTeHax ATP6, ATPS, ND1, ND2 v CYB, B IOTyASIHIX
Bocrounoii EBponsl — B renax ATP6, ATPS, NDI, ND3 u
CYB. Takum 00pa3zoM, pe3yJabTarhl MPOBEACHHOTO aHAIHN3a
CBUJICTEIBCTBYIOT O IPUMEPHO OJMHKOBOM Habope MHTO-
XOHJPHAIIbHBIX TCHOB, IEMOHCTPUPYIOLINX HanOoJee BBICO-
ke 3nadenust Ka/Ks B paznuunbix pernonax EBpazun. Mak-
CHUMaJIbHBIC 3HAUCHHSI 3TOTO MapaMeTpa BBISIBICHBI B F'eHAX,
KOAUPYIOINX CyObemuHAIBI AT®-cHHTA36I, 9YTO COTlIacyeTcst
C pe3yJbTaTaMu MpeapLIyIuX uccaenoanuii (Mishmar et al.,
2003; Ingman, Gyllensten, 2007; Sun et al., 2007) u yka3bi-
BaeT Ha oclabIeHne OTPUIIATEeIbHOTO 0TOOpa B reHax ATP6
n ATPS, 0coOeHHO B CHOMPCKUX TTOMYISIUSX.

Jlnst oleHKH JaBlieHUs OTOOpa Ha OTJCNbHBIC CAHTHI C
YUETOM UX PACIOJIOKEHHS B (DMIIOTEHETHIECKOM JIEpEeBE Ia-
rtorunos MT/IHK npumensinn nepapxudeckuii 6aiiecoBckuii
aHanm3, peanu3oBaHHbli B mporpamme FUBAR nakera HyPhy
(http://www.hyphy.org). 3T0T MeTOx 00naiaeT 6oJee BEICOKOMH
5 PEKTUBHOCTBIO BBISIBJICHUS KOJIOHOB, HAXOJSIIUXCS 11O
JICHCTBHEM IOJIOKUTEIBHOTO U OTPUIATETILHOTO 0TOOPOB,
HarpuMmep, B cpaBHeHnH ¢ metonamu Fixed Effects Likelihood
(FEL) u Mixed Effects Model of Evolution (MEME) nakera
HyPhy, Takxke HIMPOKO HCHONB3yEMbIMH ISl HCCIIEI0BAHUS
CeNIeKTUBHBIX IporeccoB (Murrel et al., 2012, 2013).

IIpoBeneHHOE HaMU HcCAEJOBaHUE MOKA3alo0, 4TO B IO-
mynanuax Cudupu nox AeWcTBHEM OTPHUIATENIFHOTO 0TOoOpa
Haxomurest 11.4 % (411) xomoHOB, IPUMEPHO PAaBHOMEPHO
pacnpenenennsix o renam MtIHK. 910 cornacyercs ¢ cy-
IIECTBYIOIUMHY MPEACTABICHUSIMH O TOM, YTO KOHCEPBATHB-
HOCTh MUTOXOH/IPHAJIbHBIX T€HOB 00y CIIOBIICHA NX OOJIBIINM
3Ha4YEeHUEM B ()yHKIIMOHHUPOBAHUH CUCTEMbI OKHCIIUTEIBHOTO
hochopunmupoBanuss MUTOXOHAPHH. J[eHCTBUE TOTOKUTENb-
HOTO 0TOOpA 3apETUCTPUPOBAHO TOJIBKO B YETHIPEX KOAOHAX
reaoB ND5 u CYB (tabm. 3).

[Ipu aHanu3e JaHHBIX TOIBKO JUIS MO CeBEpO-BOC-
ToyHOI yacT CHOMpH (KOPSKOB M YBEHOB) BEIABIICTCS €IIIe
OJIMH KOJIOH, UMEIOIUI TOrPaHNYHOE 3HAYEHHE all0CTEPUOP-
HOW BeposTHOCTH, paBHOe 0.9, B rene ND4 (cMm. Tabm. 3).
B nanHOM cryuyae HyKJI€OTHIHAs 3aMEHA, NMPUBOIAMIAS K
aMuHOKuUCIOTHOM 3amene N390S B rene ND4, onpexaensier
coboit puitorenernyeckuii kiaacrep C5a2, MHTEPECHBIH TeM,
YTO OH PACIPOCTPAHEH IIPEUMYIIECTBEHHO CPEIN KOPSKOB.

Bce ocranbshble 3amMeHbI 00HapykeHbI B kitacrepax MT/IHK,
nMeronx 0osiee I0KHOE PAcTIPOCTPaHEHHE, — OHU acCo-
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B.A. Manapuyk OueHKa ponun oTbopa B 3B0OLUN 2023
M.B. lepeHko MUTOXOHJPUAbHbIX FEHOMOB KOpPeHHOro HaceneHusa Cubupu 273
Ta6nuua 1. 3HaueHuna Ka/Ks ana reHos MTAHK Ta6nuua 2. 3HaueHuna Ka/Ks ana reHos MTAHK

y KOpeHHoro HaceneHua Cnbupu B PernoHasbHbIX rpynnax HaceneHns

lfen mTOHK  Kopskn SBeHbl MoHronoasbiuHble len mTAHK Cnbnpb 3anagHada Asua  BocTtounas
(N=154) (N=219) Hapogbl (N=2803) 1 3aKaBKa3zbe EBpona
(N =430) (N=753) (N=707)

ND’ ................ 0011 ..................... 0075 .................... 0109 ........................... ND; ................... 0075 .................... 031 .......................... 033 .....................

ND2 ................ 0217 .................... 0188 .................... 021 .............................. ND2 ................... 0203 .................... 0263 ....................... 02 .......................

Cm ................. 0008 .................... 0032 .................... 0032 ........................... Cm .................... 0028 .................... 005 ......................... 0025 ...................

coz ................ 0049 .................... 0004 .................... 0042 ........................... coz ................... 0031 .................... 0042 ....................... 0053 ...................

ATPS ............... 0018 .................... 072 ...................... 0617 ........................... A TPS .................. 056 ...................... 023 ......................... 071 ......................

ATP6 133 ...................... 071 ...................... 0934 ........................... A TP6 .................. 0932 .................... 0397 ....................... 034 .....................

CO3 ................ 000003 ................ 000003 ................ 0032 ........................... CO3 ................... 0022 .................... 011 .......................... 0]9 .....................

ND3 ................ 0548 .................... 004 ...................... 016 ............................. ND3 ................... 0174 .................... 031 .......................... 038 .....................

ND4[_ .............. 000001 ................ 016 ...................... 013 ............................. ND4[_ ................. 0115 .................... 0072 ....................... 0045 ...................

ND4 ................ 0225 .................... 028 ...................... 012 ............................. ND4 ................... 018 ...................... 0025 ....................... 0028 ...................

ND5 ................ 0184 .................... 0075 .................... 0068 ........................... ND5 ................... 0092 .................... 0022 ....................... 0037 ...................

CYB ................. 04 ........................ 028 ...................... 0146 ........................... CYB .................... 0209 .................... 031 .......................... 047 .....................

Ta6bnuua 3. HykneotuaHble No3nLun, HaxoaaLWMecs Noa AecTBUEM NONOXMUTENbHOrO 0TO0PA,

B reHax MTJHK B pernoHanbHbIx rpynnax HaceneHus (metor FUBAR)

[eH, KOZIOH, HykneotupgHas a B AB (a < B) BO (a< ) lannorpynnel MTAHK,

3aMeHa nosmuus, 3aMmeHa accoLMMpOBaHHbIe C 3aMeHON
........................................................................................................ nonynﬂummcmﬁmpm
ND5T3A ....................... 12358A>G ................. 2 234 .................. 140490915 ................... 3 142 .................. N gaD4J1a ...................................

ND5,|257V .................... 13105,A>G ................. 2 375 ................... 16015092 ..................... 3 331 ................... D 4gza1 .........................................

ND5' A475T .................. 1 3759, G > A ................. 2 1 55 ................... 1 29 28 R 0 9 1 7 .................. 3 221 ................... |: 1 acf, H1 1 ...................................

CYB,F13|_ ...................... 14798’T>C .................. 2 429 .................. 3 30740969 .................. 8 947 .................. K ’“C ............................................

ND4’N3905 ................... 11923,A>G ................. 3 058 .................. 2 203909 ....................... 1504 .................. C 532 .............................................
nonyngummgananHoﬁAmmM3aKaBKa3bg ....................................................................................
ND2,A3IT 5460,G>A 1379 28771 0991 4679 | Hle Jib1,Klal2,W
Co3,|:251L .................... 9 957,T>c .................... 1037 .................... 762309074249 .................. N 1b133 ........................................
ND4|_39p ..................... 11025T>c .................. 0 97 ..................... 166160959 ................ 1028 .................... K 132N1b1N1a3 ........................
ND5,|:473|_ ................... 13768,T>C .................. 1746 .................. 1140209074221 ................... U 3b ..............................................
CYBIT7| .......................... 147661C>T .................. 1034 .................... 7652093 ..................... 5 74 .................... H V .................................................
.............................................................................................. nonynﬂummBOCTquoﬁEBponH
ATP6,|121V ................... 8 837,A>G ................... 1198 .................... 74920902 ................... 3 335W1e’R1 .........................................

ND4,|_89P ..................... 11025,T>C .................. 1139 .................. 2 17360968 ................ 1111 ..................... K 1ale1a3 ...................................

ND5,|257V .................... 131051A>G ................. 2 34 .................... 138310902 ................... 3 364 .................. R 1a1,U4d2 ..................................

ND5’T534M .................. 13934IC>T .................. 2 172 .................. 1542109234335”c3’u3a ......................................

CYB,L258p .................... 15519’T>C .................. 1137 .................. 2 18750969 .................. ”20 .................. H 34 ...............................................

NMpumeyaHue. a - CKOPOCTb CUHOHUMUYHbBIX 3aMeH; 3 — CKOPOCTb HECMHOHMMUYHBIX 3aMeH; AB — anocTepropHas BeposTHOCTb; BO — GaecoBckuin pakTop.
AB Ans KOAOHOB, HAXOAALLMXCA MO AENCTBMEM MONOXNTENBHOTO OTO0PA, cocTasuna > 0.9.

UUPYOTCs MO0 ¢ KpynHbIMU rartorpynmnamu MT/IHK, pac-
nmpocTpaHeHHBIMU B BocTounoi 1 FOxHO# A3nu (Harmpumep,
NO9a u Fla’c’f) winu 3anagnoit Espasun (manpumep, HI11, K,
J1c), mubo ¢ OTHOCHUTENBHO HEOOJBIIUMHU BOCTOYHOA3HAT-
ckumu ramiorpynmnamu MT/IHK, oOHapyXeHHBIMH Tarke y
Oypsit, OapryToB u xamuurad (D4jla, D4g2al) (cm. Tadm. 3).

Takum 00pa3oM, KaKk HU CTPAHHO, HECMOTPS HA OXKHUJIae-
Moe JeficTBHE TIONOKUTEIHFHOTO 0TOOpa Ha OTJAENbHBIC Caii-
1ol MT/IHK B cBsi3u ¢ aganTauueld KOpEHHOTO HAcCEIEHUs
Cesepo-Bocroka CrOUpH K XOJIOAHOMY KJIMMary, BIHSHUE
MOJIOKUTEIIEHOTO 0TOOpa 0OHAPYKEHO TOJBHKO B Ooiee 10K-
HBIX CHOHMPCKUX HOmynsanusx. K aHaIOrH4HOMY BEIBOIY
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MIPUBOIAT PE3YJbTaThl aHAIN3a OEOK-KOTUPYIOIUX T€HOB
MT/IHK B momymsmmsix Cubupu, MomydeHHbBIE ¢ TOMOIIBIO
npyrux MmetonoB — FEL u MEME (pe3ynbrarsl He TOKa3aHbl).

Jnist cpaBHEHUs IPOAHAIM3UPOBAHBI TAK)KE HAOOPBI JIaH-
HBIX U Tomynsiiuii 3amanHoit Asun/3akaBkases u Boc-
Tounoit EBpomnsl (cM. Tabn. 3). B mepBom ciryuae oOHapyxe-
HO, YTO I0J] IEHCTBUEM OTPHLIATEILHOTO 0TOOPa HAXOAUTCSI
19.5 % (700) xomoHOB, BO BTOpoM — 16.4 % (589) komoHOB.
[Tox BIMSTHEEM IOJIOKHUTEIBHOTO 0TOOpa B 00EMX pEro-
HaJIBHBIX TPYINaxX HACEJIEHUs BBIABICHO IO MATh KOJOHOB
(cm. Tabm. 3). Bce 3aMeHBI acCOIIMUPYIOTCS € IUPOKO pac-
IpocTpaHeHHBIMH B 3amagHoi EBpasum rammorpynmamu
MT/IHK, B CBSI3M ¢ 4yeM TpyIHO MPeIonokuTh (110 KpaiHeit
Mepe, B OTCYTCTBHE CIICITHATFHOTO aHAIN34), 9TO (PUKCAIINS
9THX 3aMEH B CTBOJIAX TAIIOTPYIIIT MPOU30IILIA B CBSI3H C a/1arl-
Tanuen NOMyJIsAINNA K yCIOBUSIM IPUPOHOU cpenbl. Crienyer
OTMETHUTD, YTO B IBYX CIIydasiX BBISBIAIOTCS CBUIETEIbCTBA
JICWCTBHS TTIOJIOXKUTEIBLHOTO 0TOOPA Ha OJTMH U TOT XK€ KOJJOH
B pa3HbIX reorpaUyeckux peruoHax: HyKIeOTHIHAas 3aMe-
Ha B mo3ummu 11025, ompenemnsromas ramiorpymnsl Kla2
u Nla3 B nomymsanusx 3anagHoit Asnn/3akaBkas3bst 1 Boc-
ToyHOI EBpomnbl, 1 HykJIeoTHIHas 3aMeHa B mo3unuu 13105,
ompenensronas ramworpynmny D4g2al y nacenenus Cubupu
n ramtorpynmnsl Rlal u U4d2 — y nacenenns Bocrounoit
Eporsl (cm. Tabn. 3).

3aknioyeHune

HccnenoBanue BiausiHUs 0TOOpa Ha MUTOXOHJpPHAJIbHBIE
TEHBI B PA3IIMIHBIX PETHOHANBHBIX Ipymax EBpa3nuu ¢ momo-
mpto cranaaprHoro Ka/Ks-ananmsa mokasano, 4To Juisi BCex
reHoB MT/IHK xapakTepHbl HU3KHE 3HaUE€HHS 3TOT0 IapaMeT-
pa (Ka/Ks < 1), cBHIOETENbCTBYIOIINE O JACHCTBUU OTpPHUIIA-
TenbHOTO 0TOOpa. Hanbosnee Boicokue 3naveHns Ka/Ks B pas-
JIMYHBIX PErHOHAIBHBIX BEIOOPKax 00OHapy KEHbI IPAKTHYECKU
B OJTHOM H TOM € Habope TeHOB, KOMUPYIOMNX CyObeanHN-
el AT®-cunraser (ATP6, ATPS), HAJIH-nerunporeHa3sHoro
xommiekca (NDI, ND2, ND3) u uutoxpom bc-KOMILIEKca
(CYB). Camoe BrIcOoKOe 3HaueHHne Ka/Ks, ykaspiBatomniee Ha
ocnaliieHre OTpPHULATEIBHOTO 0TOOpa, 00HApYKEHO B TeHe
ATP6 B rpyrine cMOMPCKUX TOMYJISILUI, IPUYEM Y KOPSKOB
(hopmanpHO HabMIOMAeTCs AEHCTBHUE TTOJIOKUTEITHHOTO 0TOOpa
Ha 370T TeH (Ka/Ks = 1.33).

Mexnay TeM pe3yibTaThl aHalIM3a, HAIPaBICHHOTO Ha
nmonck kogoHoB MT/IHK, Haxomsmmxcst mom 1ecTBUEM OT-
0opa, moKa3aar MHOTOKPATHOE MPeo0iIa aHue BIUSIHUS OTpH-
LaTeJIbHOT0 0TOOpa HaJl MOJIOKHUTEILHBIM OTOOPOM BO BCEX
aHATM3UPYEMBIX TPYTIax HaceneHus. B cubupckux nmormyss-
IIUSIX KOZOHBI, HAXO/SIIIMECS IO/ ICHCTBUEM ITOJIOKUTEIBHO-
ro orbopa u acconuupoBaHHbie ¢ rartorpymmnamu MTIHK,
3apETHCTPUPOBAHBI TOJIBKO B MOMYIISIMAX F0XKHON yacT Cu-
O6upu n npuieraromieii reppuropun Cesepo-Bocrounoro Ku-
Tast (y OypsiT, 0apryToB, XaMHHUraH). B pernoHaIbHBIX Ipymnax
EBpasum Takoro poja KOJOHBI BBISBIISIOTCS B PA3TUUHBIX
rerax MTIHK (ND2, ND4, ND5, CO3, CYB), onHaKo B TCHE
ATP6 oOHapy>keHa JMIIb OJ{HA TaKasi Mmo3uius (kompoH 121)
1 HEe B CHOMPCKON TpymIe MOMyJsIuid, a B BOCTOYHOEBPO-
neiickoi. 1o Bcel BUAMMOCTH, HCOOXOAMMBI AabHEHIINE
HCCJIEIOBAHMsI HAIIPABJICHHOCTH M CHUJIBI AeiicTBUA oTOOpa
B 3Bomtonuy MTIHK B paznuuHbIX peruoHaabHBIX Ipynax
Hacesenust EBpazum.
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l'eHeTMUECKNIT KOHTPOJIb N-IJIMKO3UINPOBAHUS
OeJIKOB I1JIa3Mbl KPOBU 4YeJIOBEKA
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1 MHCTWTYT NepcneKTVBHbIX NCCNeA0BaHNI NPOGIEM NCKYCCTBEHHOIO MHTENIEKTA Y UHTENNEKTYabHbIX CUCTEM

MockoBcKkoro rocyfapcTBeHHoro yHmBepcuteta nm. M.B. JlJomoHocoBa, MockBa, Poccusa
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AHHOTauuA. MMKO3NNNPOBaHNE ABAAETCA BaXHOW moavdukaumeln 6enkoB, KOTopas BANAET Kak Ha UX GU3NKO-Xu-
MMUYeCKre CBOWCTBA, TaK 1 Ha BbiNONHAeMble UMy bronornyeckre eyHKUmMM. MacwtabHble NonynALMOHHbIE Ucche-
[lOBaHWA NoKasanu, YTo YPOBHU pa3nunyHbix N-rnmkaHoB 6e1KoB Mia3mbl KPOBY aCcCOLMMPOBaHbI C PUCKOM Pa3BUTUA
pAfAa MynbTMPaKTOPHbIX 3aboneBaHWin YenoBeka. HanpeHHble accouymaumm CTanm OCHOBaHMEM ANA PacCMOTPEHMWA
N-rn1MKaHOB B KayecTBe MOTEHLMaNbHOIO NCTOYHUKA GMOMApPKEPOB 1 TepaneBTUYECKUX MULLEHeN. Bruoxummueckune
nyT N-rIMKo3nnnMpoBaHNA XOPOLLO N3yYeHbl, OJHAaKO MOHVMaHNe MexaHM3MOB 00LLel 1 TKaHecneumdryeckon pery-
NALUN STUX BUOXUMMNYECKX PeaKLMiA in vivo BeCbMa OrpaHNYeHHO. DTO 3aTPYAHAET Kak MHTepnpeTauuto Habnogae-
MbIX accoumaLmin yposHel N-rnvkaHoB c 3aboneBaHUAMY YenoBeKa, Tak 1 pa3paboTKy 61oMapKepoB 1 MOSEKYNAPHbIX
MULLEHel Ha nX ocHoBe. [porpecc B 06nacTy TexHonornii aHanusa N-rnmko3nnmposaHms 6e1KoB NO3BOANA K Hauany
2010-x rogoB NPoBOAUTb UCCefoBaHMA perynaummn N-ramko3nnnpoBaHna C NOMOLLbIO METOO0B reHeTUYeCKOro aHa-
N33, B TOM YKC/e MOJIHOreHOMHOIO NCCNIef0BaHUA FeHeTUYeCKX accoumnaumia. NpumeHeHve 3TMx METOQOB JaeT BO3-
MOHOCTb HaXOANTb HOBble, paHee Hen3BeCTHble perynaTopbl N-rmMko3nnmpoBaHua 1 paclumpaeT npeactaBieHne o
ponu N-rnKaHoB B KOHTPOsE MyNbTUGAKTOPHbIX 3a00/1€BAHMI 1 KOMIMIEKCHBIX NPU3HAKOB YesioBeKa. B flaHHOM 0630-
pe Mbl paccMaTpriBaeM COBPEMEHHOE COCTOAHUE NCCIeJOBAaHNI FEHETUYECKOrO KOHTPOSIA NOMYAALVOHHOW N3MEHYN-
BOCTU ypoBHel N-rmuko3nnnpoBaHus 6enKoB nnasmbl KpoBU Yenoseka. OnrcaHbl COBPeMeHHble GU3UKO-XMMUYeCKme
MeToAbl n3mepeHuna N-FMKOMHOro npoduna, npuseaeHbl 6a3bl JaHHbIX, COAepKaLlme reHbl, BOBleYeHHble B OMOCHH-
Te3 N-rnmkaHoB. CCTEMaTU3MPOBaHbI pe3ynbTaTbl UCCIE[0BaHNI BKIaAa CPEAOBbIX U reHeTNYeCKUX GakTopoB B Nnomny-
NALMOHHYI0 N3MeHUMBOCTb N-TMMKaHOB, a TakXe pe3ynbTaTbl KAPTUPOBAHUA FEHOMHBbIX JIOKYCOB N-rnkaHOB MeToAoM
NMOMHOreHOMHOT0 UCCnefoBaHNA accoumaunii. MpeacTaBneHbl pesynbtaTthl NoceayoWwmnx GYHKLMOHANbHbIX NCCnefo-
BaHWIA in vitro v in silico, NO3BONMBLUNX NPeSNOXNTb HOBbIE FeHbl-KaHAuAaTbl, perynupytowmne N-rnnko3mnmposaHme
6enKoB. B 3akntoueHne KpaTKo NoKasaH TEKYLUiA Nporpecc B 0611acTyi FMNKOreHOMUKN YenoBeKa 1 OnmcaHbl BO3MOX-
Hble MyTW AanbHenwmnx nccnegosarHnn N-rankoma.

Kntouesble cnosa: rnKoMm; rvkaHbl; N-ravkosnnuposaHue; reHetuka; NrMA.

Ina yntnpoanus: LWapanos C.XK., Tumowyk A.H., Aynbuerko 10.C. TeHeTnuecKmnii KOHTposb N-rMKo3mnmpoBaHmus 6en-
KOB M1a3Mbl KPOBY YenoBeKa. Bagunosckuli XypHan 2eHemuku u cenekyuu. 2023;27(3):224-239. DOI 10.18699/VJGB-23-29

Genetic control of N-glycosylation of human blood plasma proteins

S.Zh. Sharapovl, A.N. Timoshchuk?, Y.S. Aulchenko! 2@

TMSU Institute for Artificial Intelligence, Lomonosov Moscow State University, Moscow, Russia
2|nstitute of Cytology and Genetics of the Siberian Branch of the Russian Academy of Sciences, Novosibirsk, Russia
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Abstract. Glycosylation is an important protein modification, which influences the physical and chemical properties as
well as biological function of these proteins. Large-scale population studies have shown that the levels of various plas-
ma protein N-glycans are associated with many multifactorial human diseases. Observed associations between protein
glycosylation levels and human diseases have led to the conclusion that N-glycans can be considered a potential source
of biomarkers and therapeutic targets. Although biochemical pathways of glycosylation are well studied, the under-
standing of the mechanisms underlying general and tissue-specific regulation of these biochemical reactions in vivo
is limited. This complicates both the interpretation of the observed associations between protein glycosylation levels
and human diseases, and the development of glycan-based biomarkers and therapeutics. By the beginning of the
2010s, high-throughput methods of N-glycome profiling had become available, allowing research into the genetic con-
trol of N-glycosylation using quantitative genetics methods, including genome-wide association studies (GWAS). Appli-
cation of these methods has made it possible to find previously unknown regulators of N-glycosylation and expanded
the understanding of the role of N-glycans in the control of multifactorial diseases and human complex traits. The
present review considers the current knowledge of the genetic control of variability in the levels of N-glycosylation of
plasma proteins in human populations. It briefly describes the most popular physical-chemical methods of N-glycome
profiling and the databases that contain genes involved in the biosynthesis of N-glycans. It also reviews the results of
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[eHeTnyecknin KOHTPonb N-rMMKO3MNNPOBaHMA
6enKOB Nna3mMbl KPOBY YENOBEKA

studies of environmental and genetic factors contributing to the variability of N-glycans as well as the mapping results
of the genomic loci of N-glycans by GWAS. The results of functional in vitro and in silico studies are described. The review
summarizes the current progress in human glycogenomics and suggests possible directions for further research.

Key words: glycome; glycans; N-glycosylation; genetics; GWAS.
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Mukomuka - pa3gen rnukoo6uonornuu

[muKaHbl — TOTMCAaxapyIbl HITH OJIMTOCAaXapUIbl, TOJIUMEDHI,
COCTOAIMUE N3 MOHOCAXapHUJAHBIX 3BC€HLBEB, COCANMHCHHBIX
TIMKO3UAHBIMH CBSI3SIMU. [JIMKaHBI MOTYT KOBAJIGHTHO TIPH-
COCIMHATHCS K OelKaM M JIMIHJIAM IIyTeM CO3/1aHus TIIU-
K03I/II[HOI>’I CBsI3H, 06pa3y51 TIIMKONIPOTEUHBI U TIIMKOJIUITN/IbI
COOTBETCTBEHHO. [IMKO3MINPOBAaHUE SBISETCS OJHOU M3
cambIx pacripoctpaneHHbIx (Craveur et al., 2014) noct- n ko-
TPAHCISIMOHHBIX MozauduKkaiuii 0enkoB. M3BeCTHO, YTO B
npupoze 20 % Bcex BUaoB OenkoB mmkozminposansl (Khou-
ry etal., 2011). [Ipu atom Gonee 40 % (110 Macce) Bcex OEITKoB
I1a3Mbl KpoBH YenoBeka N-riukosuaupoansl (Clerc et al.,
2016). I'muxo3unmpoBaHUe BIUSACT Kak Ha (DU3HKO-XUMU-
YeCKHe CBOHCTBA OCIIKOB — pACTBOPHMOCTB, IIPOCTPAHCTBEH-
HYI0 KoHurypauuio, hoanusr u 1. 11. (Varki, 1993; Ohtsubo,
Marth, 2006; Skropeta, 2009), Tak 1 Ha UX OHOIOTUIECKYIO
¢ynkmio. Kitetku Bcex 6€3 HCKITIOUEHHST MHOTOKIIETOYHBIX
OpraHMu3MoOB COACPKAT INMTUKOKOHBIOI'aThI — ITTUKOIIPOTCUHBI 1
TIMKOJIMIIH/IBI ¢ KOBAJIEHTHO NPUCOSTMHEHHBIMI ITTMKAaHAMU
(Varki, Kornfeld, 2017).

FJ'II/IKOI'[pOTeHHBI U TTIMKOJIUIIN ABI, PACIIOJIOKCHHBIC Ha I10-
BEPXHOCTH KJIETOUHBIX MEMOpaH, y4acTBYIOT B IPOIECCAX
KJICTOYHBIX B3aUMOJICHCTBHN — MEX/y KJIETKaMH, KJIICTKaMH
1 BHEKJICTOYHBIM MAaTPUKCOM U MCKAY KICTKaMH U MaKpoO-
MOJIEKYJIaMH, a TAKXKE B TIPOIECCaX B3aMMOACHCTBUI MEKITY
OpraHn3MaMH (X03sMH-NIapa3uT, CHMOMOHT-CUMOHOHT U T.11.)
(Ohtsubo, Marth, 2006; Skropeta, 2009; Lauc et al., 2016;
Poole et al., 2018), Tem caMbIM UTpast OTPOMHYIO POIIb B Pa3-
BUTHU ¥ (PyHKIIMOHMPOBAHUU MHOTOKJIETOUHBIX OPTaHH3MOB
(Gagneux et al., 2015-2017).

MHOX€eCTBO HCCIIEA0BAaHUN XUMUYECKON CTPYKTYPBI IVIHKa-
HOB ¥ MX METa00JIN3Ma ObUTH ITPOBEACHBI B IIEPBOH MOJIOBHHE
XX B. OtHAKO B TO BpeMs TIIMKaHBI PACCMATPHUBAINCH B OC-
HOBHOM KaK CTPYKTYPHBIE 3JIEMEHTHI 1 HCTOUHUKH SHEPTUH
JKUBBIX cHCTeM. BypHOe pa3BUTHE XUMHUYECKHX, (PU3MUECKUX
1 MOJICKYJISIPHO-OMOJIOTMYECKUX METOIOB HCCIISJOBAHUSI [N~
KaHOB ITIPUBEJIO K IOSBICHHIO HOBOTO pa3Jiesia MOJEKYJIp-
HOM OMOJIOTHH — TNTUKOOHOJIOTHH. DTa 00J1acTh BKIIFOYAET HC-
CJICAOBAHUS XUMHWYCCKHUX U (bl/ISI/I‘IeCKI/IX CBOWCTB TJIMKAHOB,
9H3MMOJIOTHH IPOLIECCOB CHHTE3a U JIETPAIAlH [JIMKAHOB,
MX DBOJTIOIMHY, MEXaHU3MOB PACIIO3HABaHM INIMKaHOB OeJKa-
MU, POJIH TVIMKAHOB B (PyHKIIMOHMPOBAHUU OHOJIOIHMYECKUX
CHCTEM M B pa3BUTUH 3a00J€BaHNI YETIOBEKA, a TAKXKE pas-
pabOTKy METO/IOB JIeYeHUs], MPO(MUITAKTHKH, JUATHOCTHKH U
npeackasanus 3abonesanuii (Varki et al., 2017). B Hacrosiiee
BpeMs TIUKOOWONIOTHS — OBICTPO pa3BUBAIOIIAsCS HaykKa,
uMeromas OoJIbIIoe 3HAUYCHHUE JUII MHOTHUX CMEXHBIX 00-
JacTed 3HaHM, BKIIOYas OMOMETUIMHY M OMOTEXHOJIOTHUH
(Nikolac Perkovic et al., 2014; Varki, Kornfeld, 2017).

[To ananoruu ¢ TeHOMHKOH, TPAaHCKPUIITOMHKOH, TPOTE0-
MUKOW U METa0OJIOMUKOM, TIIMKOMHKA MPENCTaBIsIET OO0

CHCTEMaTH4YeCKOe N3Y4YEeHHE INITMKOMa — COBOKYITHOCTH BCEX
IIMKAaHOB U UX KOHIIEHTPAINA B KOHKPETHOM 00pasIie — Kie-
TOYHOH KYNIBTYpPE, TKAHH, OpraHe HIIH LIEJIOM OpranusMe. Paz-
HOOOpa3ue BO3MOXKHBIX TIIMKOKOHBIOIaTOB MOpa)kaeT BOOO-
pakeHHe. XOTsl YHCIO MOHOMEPOB, BXOAAILINX B CTPYKTYPY
IIMKAHOB, OTHOCHTEIILHO HEBEJIMKO, MOHOMEPBI MOT'YT 00pa-
30BBIBATh PA3JIMUHbIC INIMKO3UIHBIE CBSI3H, IOPOXK/Iasi OTPOM-
HOE€ YHCJIO BO3MOXHBIX INIMKaHOB. Pa3HooOpasme IimKo-
KOHBIOTATOB TAaK)X€ yBEIMUUBACTCS 33 CUET JOMYCTHMOTO
HaJIM4usl B OSJIKe HE OJJHOTO, & HECKOJIbKUX CAWTOB IIMKO3H-
JTMPOBaHMUS.

B navane XXI B. Obmn pazpaboTaHbl BHICOKOIPOHU3BO-
JUTENbHbIE (PU3UKO-XMMHUUECKUE METO/bI, TI03BOJIMIMBIINE
MPOBOJMTH MAaCIITAOHBIE KOTOPTHBIE HCCIIEI0BAHNS aCCOIHa-
i N-rrkoma ¢ 3a00J1eBaHUSMH | ITPU3HAKAMH YEJIOBEKA.
Ha ceropnsamnuil neHp nokasana accouuanysi N-INIMKaHOB
CO MHOXKECTBOM MYJIBTH(DAKTOPHBIX 3200JICBAHUN UeTOBEKa
(Gudelj et al., 2018a; Dotz, Wuhrer, 2019; Reily et al., 2019),
BKJIIOUas ArabeT 2-ro THIa U MOHOTEHHbIC (hOPMBI auadera
(Thanabalasingham et al., 2013; Keser et al., 2017), peBma-
tounHbIi apTput (Gudelj et al., 2018b), 6onesns [Tapkuacona
(Russell et al., 2017), BocniamuTenbHOE 3a001€BaHUE KAIIICY-
uuka (Trbojevi¢ Akmaci¢ etal., 2015; Clerc et al., 2018), cep-
neuno-cocynucteie (Connelly et al., 2016; Wang et al., 2016)
u onkonoruueckue (Fuster, Esko, 2005; Saldova et al., 2014;
Mehta et al., 2015; Taniguchi, Kizuka, 2015) 3aboneBanusi.

Pe3ynbrarel 00CEpBAIIOHHBIX HCCIIEJOBAHUH aCCOIMAIINN
IIIMKO3WIIMPOBAHUSI OEJIKOB € 3200JI€BAaHUSIMH HE TAIOT OTBETA
Ha BOTIPOC O MPUINHHO-CIEACTBEHHBIX CBSI35X MEXIY HUMHU
U TeM OoJiee 0 MOJICKYJISIPHO-OMOIOTHUECKUX MEXaHW3Max,
JIeKAIIKUX B OCHOBe AaHHBIX cBazed. C 1983 . mpoBoasTcs
Uccien0BaHus (DYHKIIMOHATIBHBIX MOCIEACTBIN M3MEHEHUH
B IMKO3WIHpoBaHuu OenkoB (Anthony et al., 2012; Cobb,
2020). I'lmuko3unaupoBanue UMMYHOIIOOYJIMHOB Kilacca G
(IgG) aBnsercs Haubosee M3YICHHBIM C ATOM TOYKH 3PCHUS
BBHJY BaXHOCTH JIaHHOTO DJIMKOIPOTEHHA B aJallTHBHOM
nmmyHutere. Monekyna [gG mmeer KOHCEpBAaTUBHBIN CAlT
TITHKO3WIINPOBaHUA Asn297, HaXOAAIIHICS B KOHCEPBAaTHB-
HoM nomeHe CH2 Tsokenoit nenu. DTOT JOMEH UIPAET BaxK-
HYIO POJIb B CBsI3bIBaHMHU C Fcy-penientopamu, 4To B CBOIO
ouepenp BiIuseT Ha 3 dexropryto ¢pynknuio [gG. [Tokazano,
YTO CHIXXEHHE YpoBHs ¢ykozmnupoBanus I1gG ycunusaer
AQHTUTEJI03aBUCUMYIO KIIETOUHYIO IIUTOTOKCHYHOCTS (Peipp et
al., 2008). lanpHelIme uccaeI0BaHusI ¢ UCTIONBE30BAHUEM Me-
TO/IOB KpHCTAIUIOT pa MM MOKA3aJIH, YTO OTCYTCTBUE (PyKO3H-
nupoBanus [gG Be3bIBaeT yBennueHne ah(GUHHOCTH MEKITY
Fc nomenom IgG u penenrropom FeyRIITA, a Hamiane Gpyko3st
B cocTaBe IIMKaHa IgG BeaeT K MOsIBICHHUIO CTePHUYECKHX 3a-
TpyaHeHHuH npu B3aumoneiicteun (Mizushima et al., 2011).

W3ydeHne nporneccoB NIMKO3WINPOBaHUS sBIsIeTCs QyHIa-
MEHTAJILHO BKHBIM ISl PEIICHUS 33/1a4 ANarHOCTHKH, TIPei-
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cKa3aHusl, PO UIIAKTHKY 1 JISUeHHs 3a00JIeBaHU YEIIOBEKa.
B 2012 r. Hartmonanenas akanemus Hayk CILIA mpencraBmna
JIOKJIaZ O HEOOXOAMMOCTH IOJTHOMACIITaOHOTO M3y4eHUS
TJIMKOMA, TaK KaK ITTMKaHbI HAIMIPSIMYHO BOBJICUCHBI B [TATOI'CHE3
MIPaKTHYECKH BCEX M3BECTHBIX 3a0oneBanuii (http://www.nap.
edu/catalog.php?record id=13446).

CTpoeHue 1 pa3Hoobpasue rMKaHoB

VIieBonsl — OlHA W3 OCHOBHBIX TPYIIIT MaKPOMOJIEKYII, BBI-
JIEJIIEMBIX B OMOJIOTHH HApSIy C OCIKaMu, JIMITUIAMHU U HY-
KJICMHOBBIMHU KHCJIOTaMH. biaromapst ciocoOHOCTH K TTOJH-
MEpPH3alUHU U HAJTMIHIO BEICOKOTO YHCIIa XUPATHHBIX aTOMOB
MOHOCAaXapuIbl MOT'YT (OPMUPOBATH OFPOMHOE KOJHUECTBO
Pa3IMYHBIX CTEpeo- U peruonzomepos. [1o crenern mommme-
pU3AIHH PAa3INYAlOT YETHIPE OCHOBHBIC TPYIIITEI YIIIEBOOB:
MOHOCaxXapu/ipl (IJIF0K03a, PPyKTO3a, TajaKTos3a, T..); JH-
caxapus! (MOJICKYITBI, COCTOSIINE U3 IByX MOHOCAaXapHIOB,
CBSI3aHHBIX TNIMKO3HUTHOH CBS3bI0, HATIPUMED, CaXapo3a, JTaK-
TO3a, MaJbTO3a); MMOJUCAXAPU/IBI C ITOBTOPSIOIIMMUCS 3BE-
HBSIMH, 00pa3yronie Kak JUHEWHbIC, TaK W Pa3BEeTBICHHBIC
coequaeHus (O-aHTHTCHBI OaKTEpUi, aMHII03a, [ICILT0N03a,
XHUTHH), U [JIMKAHBI — CJIOKHBIC OJIUTOCAXapHUJIbl C HEITOBTO-
PSIOMIMMUCS 3BEHBSIMH, CBOOOIHBIC WIIN CBSI3aHHBIE ¢ Oe-
KaM{ WM JTUMUAaMA (TIHKOTIPOTECHHBI, TPOTCOTTTHKAHBI U
[JTHUKOJTUITHIBI ).

B cBoro ouepens, IIKaHbL, CBI3aHHBIE ¢ OeTKaMH, TTOApa3-
neisirorcs Ha N-, O- 1 C-mimukaHbl. N-TIIMKaHbl CO3ai0T IJIH-
KO3HJIHYIO CBSI3b ¢ aTOMOM a30Ta (N), HaXOJSIIMMCS B COCTaBE
aMUHOKHCIIOTHI acnaparnta; O-TIHKaHbl — TITHKO3UIHYIO
CBsI3b C THIPOKCHIOM aMHHOKHCIOT CEPHHA WM TPCOHH-
Ha; C-TIIMKaHbl — [IMKO3UIHYIO CBsI3b C aTOMOM YIJIepoOja,
BXOJIAIIUM B COCTaB aMHHOKHCIIOTH Tpuntodana. C-riu-

Genetic control of N-glycosylation
of human blood plasma proteins

KO3WJIMPOBAHHUE BCTPEUYAETCS PEIKO M0 CpPaBHEHHIO ¢ N- U
O-rmukosnmuposanueM (Chauhan et al., 2013).

BaxupiM ominnureM N-IIUMKO3WIMpOBaHUs OT O-TIHKO-
3WJIUPOBAHUS SBJISIETCS TO, YTO N-TJIMKO3U/IHAS CBS3b 00pa-
3yeTcs TOJBKO C acIaparuHOM, BXOISIINM B COCTaB MOTHBA
Asn-X-Ser/Thr, rie B kauecTBe «X» MOXKET BBICTYIIATh JIF00As
aMUHOKHCJIOTA, 32 UCKJIFOUEHUEM MIPOJIMHA, B TO BPEMS KaK
s O-TIMKaHOB TAaKOTO MOTHBA He M3BecTHO. bomee Toro,
cymectByeT pepment PNGase F, cnennduuno pacieruisiio-
i N-IITHKO3UIHYIO CBSI3b MEXKIY IIIUKAHOM U OEJIKOM, B
pesyipraTe 9ero N-TIIHKaHBI BBICBOOOXKIAIOTCS B PACTBOP
Ut manpHenniero ananmsa (Vilaj et al., 2021). B ommuaue ot
N-DIMKO3UIHPOBaHUS, CallT O-IITMKO3UINPOBAHHS HE HMEET
KOHCEHCYCHOH ITOCIIeIOBATEIbHOCTH, U CYIIECTBYIOIIHIE Me-
ToABI BeIIEIeHUS O-TITNKaHOB (OeTa-IMMIHUPOBAHHUE) 00J1a-
JTAFOT MEHBIIIEH CIICHU(UIHOCTHIO IT0 CPABHEHHUIO C TAKOBBIM
s N-rmukanoB (Mulloy et al., 2017). Otgactn mosTOMy Ha
CETOIHSIIHUN JICHh HAanOoJIee XOPOIIo pa3padoTaHbl TEXHO-
JIOTUU U TIPOTOKOJIBI OMPEENICHUS CTPYKTYPBI U BEICOKOTIPO-
M3BOIUTEIHHOTO aHAIN3a YPOBHENW N-TIIMKaHOB, KOTOPBIM U
TTOCBSIIIICH HACTOSIIIUI 0030p.

HawnGoisiee pacnpocTpaHeHHbIE MOHOMEDPBI B COCTaBe
N-IHKaHOB — MOHOCaxXapuasl MaHHO3a, (hyKo3a, TajJaKTo-
3a, N-anermnroko3amuH (GIcNAc) U cuanoBast Kuciora
(puc. 1). B ctpykrype N-IJIMKaHOB BCerza MPUCYTCTBYET
octoB (Manal-3(Manal-6)Manf1-4GIcNAcB1-4GIcNAcP1-
Asn-X-Ser/Thr), Kk KOTOPOMY C MOMOIIBIO TITMKO3HIHBIX
CBsI3€H MPUCOENIMHSIOTCS OCTaIbHbIE MOHOMEPHI. CTPYKTYypa
TIIMKAaHOB MOXKET OBITH Pa3BETBICHHOW M BKITIOUATh B cebs
OJTHY FJTH HECKOJIBKO BETBEH — aHTeHH. K KaKI0# U3 aHTeHH
MOTYT MPUCOEAUHATHCSI MOHOMEPHI — TallakTo3a, CHAJIOBas
KkncioTa nin (ykoza. Dykos3a TakKe MOKET MPHCOCTUHATH-

—
4 Dyko3a
a 6 8 2 ) e @ Cvanosas kucnora
Y O TlanakTosa
Y © MaHHo3a
Y ¢¢  See
PN PN [l N-auetnrniokozamuH
XK 3 u K

Puc. 1. Mpumepbl cTpykTyp N-rMKaHOB: 6 — MIMKaH C 60MbLUVIM YMC/IOM OCTAaTKOB MaHHO3bI, OCTajlbHble FMKaHbl MET KOM-
MNEKCHYI0 CTPYKTYPY; d, 8, 2—e — GriaHTEHHapPHbIe IMKaHbl; X—U — TPaHTEHHAPHbIE MNKaHbI; K — TeTpaaHTEHHAPHbIN MNKaH.

Y CTpYKTYp @, 0, € N U NpUCYTCTBYET GyKo3UnrpoBaHue ocToBa N-rnKaHa; CTPYKTYpbl X, U 1 K aHTEHHaPHO GyKO3UnmpoBaHbl (Gpyko3sa npu-
coefiMHEHa K aHTeHHe). B cTpyKTypax 8 1 e npucyTcTByeT 6ricekTHbIN (bisecting) octatok N-auetunriokozamuHa (GIcNAC). B cTpykTypax
8—K 11 O—K NPVCYTCTBYIOT OCTATKV ranakTo3bl 1 CYalOBOW KMCIOTbI COOTBETCTBEHHO.
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Csl HETIOCPEJICTBEHHO K 0CTOBY. OTpHLIATENBEHO 3apsiKeHHas!

CHAJOBast KACJIOTa — €AUHCTBEHHBII MOHOMEpP B COCTaBe

N-IIHKaHOB, KOTOPBINA HeceT 3apsii. [TMKaHbI, HE HECYIIHE B

CBOEM COCTABE CUAJIOBOM KUCIIOTHI, SIBJISIOTCS HEUTPAJIbHbI-

Mu. B cocraBe N-mnkaHa cuanoBasi KUCJI0Ta BCET/IA CBsI3aHa

C OCTATKOM TaJIaKTO3BI.

OnHa 13 HauboJsiee MOMyYJISIPHBIX B HACTOSIIEE BPEMsI TaKk
Ha3bpIBaeMasi okc(hopackas HOMeHKIaTypa rimukanoB (Harvey
et al., 2009) cinenyer npaBuIam:

1. CumBon “F” B camoM Havasie 0003HAYCHHSI TOBOPUT O Ha-
JTUYUU PYKO3bI, IPUCOECTIMHEHHON K OCTOBY.

2. Jlanee uner nocneaosarenbHocTh AN, rie N — yucio aH-
TeHH (BETBEH) B CTPYKType INIMKaHa.

3. 3arem, B cilydae HaJMYUS PACCEUCHUS CaXapHOTO OCTOBA,
nobasmsercs cuMBoi “B” (bisecting).

4. lanee, B ciydae (pyKO3HIMPOBAHNSI aHTEHHAPHBIX BETBEH,
nobasisgercst cuMBoir “F”.

5. Ecnu B CTpyKType TIIHKaHa IPUCYTCTBYET raJlakTo3a, PH-
COCAMHCHHAas K OJIHOﬁ NJIN HCCKOJIBKMM aHTCHHaM, TO J1aJICC
uaeT nocienoBareabHocTh G[nl,n2,...]N, rae N — guciio
raJlaKTo3 B COCTaBe IMIMKaHa, a 1 — aToM yrieposa B cocra-
BE TJIAKTO3bI, C KOTOPBHIM 00pa30BaHa INIMKO3U/IHASI CBSI3b.

6. Ecriit B cTpyKType IIHMKaHa MPUCYTCTBYET CHAIOBAS KHC-
J0Ta, IPUCOCTMHEHHAS K OHOW MJIM HECKOJIBKUM aHTEeH-
HaM, TO Jlajiee UeT rnocyieaoBareabHocTh S[nl,n2,...N, roe
N — 4KCII0 0CTATKOB CHATIOBOM KUCIIOTHI B COCTABE IIIMKA-
Ha, a nl —aroMm ymieposia B COCTaBe CHAIOBOM KHUCIIOTHI, C
KOTOPBIM 00pa3oBaHa IIMKO3UIHAS CBSI3b.

Hanpuwmep, “FA2” o6o3Ha4aeT, 9To B CTPYKTYpe IIIMKaHA
MIPUCYTCTBYIOT OCTAaTOK (PyKO3bI, IPHCOCIUHEHHBIH K OCTO-
BY, a TakXe JBe aHTeHHbI. “A3BG3S1” roBoput 0 TOM, 4TO
B CTPYKType TIIMKaHa MMEIOTCS TPHU aHTCHHBI, paCCEUCHHE
CaXapHOTO OCTOBA, TAIAKTO3MIIUPOBAHNE TPEX aHTCHH U CHa-
JINPOBaHUE OJIHON aHTEHHBI.

leHbl, BOBNeuyeHHble B Guonornyeckme nyTu
N-rnukosunuposaHus
B otnuume ot MPHK m 6enkoB, 3aKOAMpPOBAaHHBIX B II0-
caenoBarenabHocTu TeHoMHOM JJHK u cuntesupyrommxcs B
pe3yabTare MaTpUYHBIX MPOLIECCOB, CTPYKTYpa INIMKAHOB HE
3aKOIMpOBaHa B T€HOME HAINpsMylo. bHocHHTe3 IIHKaHOB
MpeACTaBIsIeT COOOW Pa3BETBICHHYIO CETh OMOXMMUYECKIX
peakuuii (Lombard et al., 2014). Koneunas cTpykTypa Iiivika-
Ha OTIpe/eNsAeTCs] B3aUMOICHCTBIEM MHOXKECTBA MOJIEKYI U
(hakTOpOB — CyOCTPATOB M UX TOCTYITHOCTHIO, aKTUBHOCTHIO
(hepMeHTOB OMOCHHTE3a U JICTPAJalliH [JIMKAHOB, UX JIOKa-
TU3ayel 1 KOHKYPEHIHeH 3a cyOcTpat, u OelnKaMu-TpaHC-
nmoprepamu (Kukuruzinska, Lennon, 1998; Nairn et al., 2008,
2012; Moremen et al., 2012). [Toka3aHo Takxe, 4TO CTPYKTypa
1 pazHooOpa3ue N-TIIMKaHOB, IMPUCYTCTBYIOIINX B OIpere-
JICHHBIX KJICTKaX WM TKaHSAX, OTYACTH PETYIHPYIOTCS Ha
YPOBHE TPAHCKPUIILINYU I€HOB, KOIAUPYIOMINX OCIIKH, KOTOpPbIE
YYacTBYIOT B CHHTE3€ U JAerpaaanun rmukanoB (Nairn et al.,
2008, 2012; Moremen et al., 2012).

buocunTes rmukaHoB IIPOUCXOAUT B OHAOIIIIa3MaTUYE€CKOM
petuxkyinyme u annapare onbxu. Ha ceronqusmHuil 1eHb
B Oa3e manHbIXx KEGG conepxurcs nHopMamms o Ooiee
yeM 300 ¢epmMeHTax, yuyacTBYIOIIMX B IMPOLIECCAX CHHTE3a
n gerpagamun rmukaHoB (Kanehisa et al., 2017). Oganvn
W3 OCHOBHBIX (DEPMEHTOB, HETTOCPEACTBEHHO YYaCTBYIOIIIX

2023
273

[eHeTnyecknin KOHTPonb N-rMMKO3MNNPOBaHMA
6enKOB Nna3mMbl KPOBY YENOBEKA

B OnocuHTe3e N-INIMKaHOB, SIBISIOTCS TIIMKO3HITpPaHC(e-
pa3bl — ()EPMEHTHI, KOTOPbIE NMEPEHOCIT aKTUBUPOBAHHBIE
MOHOCaXapu/Ibl K pacTyIieMy INIuKany. B cienannsnposan-
HoH 6a3ze nanubix CAZy (Lombard et al., 2014) conepxarcst
aHHOTanusA u Kiaccupukanus 6onee 200 TIUKO3UITPAHC-
(bepas, no kpaitHeid Mepe 40 U3 KOTOPBIX OTHOCATCS K MYTH
N-mmko3unuposanus 6e1koB. Kpome toro, K.C. Eroposa ¢
KoJuteramu paspaboranu 6a3y manaeix CSDB GT, conep-
JKAIyI0 SKCIIEPUMEHTAIBHO MOATBEP)KICHHBIC aKTHBHOCTH
CAZy (Egorovaetal., 2021). Dranbl 6uocunTe3a N-JiHkaHOB
W COOTBETCTBYIOIINE T€HBI IMKO3MITPaHChEpa3 moAPOOHO
ornucansl B 003opax (Saito, Ishii, 2002; Mohanty et al., 2020).

DOusnKo-xmmmyeckmne mMeTojbl
BblCOKONnpou3sBoanuTesibHOro

ceKBeHUpoBaHuA N-rnnkaHos

BypHoe pa3zBuTHe NNKOONOIOTHH B COBOKYITHOCTH C OTPOM-
HBIM YCIIEXOM MOITYJISIUOHHBIX STHIEMUOIOTHIECKUX HC-
CJI/IOBAaHUI YCKOPHUIIO Pa3pabdOTKy METOJOB BBICOKOIIPOU3-
BOAMTEIHLHOTO U3MEPEHHsI ININKOMa OEJIKOB ITa3Mbl KPOBH.
3a moceiHue AECATH JIET CO3/1aH0 HECKOJILKO METO/IOB BBICO-
KOIPOM3BOJUTENILHOTO ITpoduiupoBanus N-rmkoma (Huff-
man et al., 2014): Beicox03(h(heKTHBHASI U CBEPXBBICOKOA(]-
(exruBHas xuIKOCTHAsA XpoMarorpadust (BOXKX n CBIXKX,
high and ultra-high performance liquid chromatography,
HPLC u UHPLC), MynbTHIIIIEKCHBIN KaOMIIISIPHBIA TeTb-
anexTpodopes ¢ quryopecueHTHON nerekiueit (multiplex ca-
pillary gel electrophoresis with laser induced fluorescence
detection, XCGE-LIF), sxuaxocTHas xpomatorpadus 1 TaH-
nemHast Mmacc-cnekrpomerpust (liquid chromatography elec-
trospray mass spectrometry, LC-MS), MaTpuuHO-aKTUBHUPO-
BaHHAs JTa3epHas JecopOIusI/MOHU3AIHS ¥ TAHJEMHAs Macc-
cniektpoMeTpus (matrix-assisted laser desorption/ionization
time-of-flight mass spectrometry, MALDI-TOF-MS). Penpe-
3eHTaTuBHBIE TPOGHIN N-TITHKO3WINPOBAHUS OEIKOB IIa3Mbl
KPOBH YEJIOBEKA, N3MEPEHHBIE TPEMSI Pa3IMIHBIMH METO/IAMH,
MIPEACTaBJICHBI Ha pUC. 2.

B 0630pHOii cTarse (de Haan et al., 2022) mpoBeneHo moa-
pobHOE cpaBHEHHE TSTH HauboJee MOIYJSPHBIX METOI0B
n3MepeHus: N-TIMkoMa OeJIKOB TJIa3Mbl KPOBU YEJIOBEKa.
Hecmortpst Ha pasHOOOpa3ne TEXHOIOTHH, KOTOPBIE HCIOTh-
3yIOTCSI B JJAHHBIX METO/IAaX, BCE OHHM COCTOSIT M3 HECKOIBKHUX
KJTFOUEBBIX 3TAIOB — [IOJIrOTOBKU 00pasia (KJIETOUHOH KyJIbTy-
PBI, TKaHH, OPTaHa MM OPraHU3Ma), BEIeTICHNS N-IIINKaHOB
(HanpuMep, IMyTEeM OTLICTUICHHS OT INIMKOKOHBIOTATOB), pa3-
Jenennst N-IIMKaHOB U U3MEPEHHsI MX KOHLIEHTpauuu (adco-
JOTHOW miu oTHOcHuTenbHOW) (Huffman et al., 2014).

[IpumeHeHne TOro WM WHOTO METOJa ISl aHaJlu3a IJIH-
KaHOB MMEET CBOM JIOCTOMHCTBA M HelocTarku. Merogamu
UHPLC n xCGE-LIF ananu3upyIoT INIUKaHbL, OTIICTIIICHHBIC
ot Oenka, B To Bpems kak meronamu MALDI-TOF-MS u
LC-MS, ocHOBaHHBIMH Ha MacC-CEKTPOMETPUH, MOXKHO aHa-
JM3UPOBATh KOHKPETHBIE MIIMKOIIETITH/IBI, B COCTAB KOTOPBIX
BXOIMT y4acTOK Oellka ¢ KOBAJICHTHO COCJMHEHHBIM IVIHKa-
HowM. ITo cpaBaenuto ¢ meronamu CBXX u xCGE-LIF, meTo-
1651 MALDI-TOF-MS u LC-MS uaeHTHQUINPYIOT TIHKAaHBI
Pa3IMYHON MOJIEKYJSIPHOM Macchl, HO HE MOTYT Pa3ieisiTh
crepeonsomepsl rukanoB. Metogslt CBOXX u xCGE-LIF
005a1at0T T0CTAaTOYHO XOPOIIEeH pa3pemaroniel crocooHo-
CTBIO H ITO3BOJISIIOT TTOJTy4aTh 00JIee TOYHBIE KOJIMYECTBEHHBIC
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Puc. 2. Mpodunu N-rmmko3nnmnpoBaHnsa 6enKoB nnasmbl KPOBK, NONyYeHHble ¢ NprMeHeHnem metofoB CBIXKX, XCGE-LIF n MALDI-MS.

N-rnkomHble npodunu, nonyyeHHole metopamu: a — XCGE-LIF (Reiding et al., 2019); 6 - CB3XX (Reiding et al., 2019; Zaytseva et al., 2020); 8 - MALDI-MS no-
cne puddepeHumanbHomn atepudukayum crnanosoii Kucnotol (Vreeker et al.,, 2018; Reiding et al., 2019; Zaytseva et al., 2020). PucyHok agantvpoBaH 13 ctaTbn

(de Haan et al., 2022).

OLIEHKH. /laHHBIE METO/IBI UMEIOT BBICOKYIO IPOU3BOJUTEIb-
HOCTB ¥ MEHBIIYIO Ha4aJIbHYI0 CE0ECTOMMOCTH 110 CPABHEHHIO
C METOJIaMH, OCHOBAaHHBIMHU Ha MacC-CIIEKTPOMETPHH.

Cpenu nepednciIeHHbIX METOI0B BEICOKOTIPOM3BOIUTEb-
HOTO M3MepeHns: N-TiimkoMa OEJKOB IIa3Mbl KPOBH Hau-
Oosnpiiee pacrpoctpaneHue nonyuni Meton CBOXKX (Ak-
maci¢ et al., 2015) 6maromapst ero OTHOCHTEINEHON JICTIIEBH3-
He, yAy4dlIeHHOMY paspenieHuro (1o cpasHennto ¢ BOXX) u
BBICOKOH ITpou3BoauTeabHOCTH. Ha okTs10ps 2022 1. B MUpO-
BOM MacmITade UCCIe0BaH NIMKOM TJIa3Mbl KPOBH YETIOBEKA
npumepro 200000 o6pa3mos. 13 sToro oovema okoso 80 %
n3ydeHo ¢ npumeHeHuem TexHoiorun CBOXKX (I Jlaym,
JIUIHOE COOOIIEHNE).

HacnepgyemocTtb ypoBHein N-rnnkosnnnposaHus
6enKkoB nnasmbl KpoBU 4YesioBeKa

Pa3BuTHE METOZOB BBICOKOIPON3BOAUTEILHOTO N3MEPEHUS
IJIMKOMa M FEHETHYECKOTO aHalu3a MO3BOJIMIO K Hadaly
2010-X IT. IPOBECTH TEPBBIE UCCIICAOBAHHUS TEHETHIECKOTO
KOHTPOJIS IIMKO3WINPOBAHUS HA MaTepHaje KOTOPTHBIX HC-
cieoBaHuid. N-IJIMKOM I1a3Mbl KPOBH CTaJl OCHOBHBIM 00b-
€KTOM HCCIIEIOBAHMS 110 PsIAY MPUYNH: BO-TIEPBBIX, 10 CPaB-
HEHUIO C APYTUMH TKaHsIMH YeJIOBeKa IIa3Ma KpoBH — Oosree
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JIOCTYIHBIA OOBEKT MCCIIEOBAHNUS; BO-BTOPHIX, KaK OBIIO
CKa3aHO paHee, HA CETOAHSAIIHUI JIeHb Hanboliee XOpOoIIo
pa3paboTaHbl TEXHOJIOTHHU ONPENEIICHUS CTPYKTYPbI U U3Me-
penust ypoBHel N-TnnkaHoB. CaMBIMK TIpeCTaBICHHBIMA
TIMKOIIPOTEMHAMH TUIA3MBbI KPOBH YEJIOBEKA SIBIISIOTCS MM-
MyHooOynunsl G, A, M, ¢ubpuHoreH, Tpancdeppus, rar-
tornobuH u 1p. (Clerc et al., 2016). ImaBHBIM UCTOYHHKOM
TJIMKOTIPOTEHHOB TUIA3Mbl KPOBH UYEJIOBEKA CITyXKaT KIETKH
MEYCHHU U KJIeTKH, npoxyuupytomue anturena (Uhlén et al.,
2015; Clerc et al., 2016).

B pa6ore (Knezevi¢ et al., 2009) n3yueHbI MOMyYISAIHOH-
Hasi ©3MEHYMBOCTD IVIMKAHOB IIJIa3Mbl KPOBU YEJIOBEKa, MX
HACIIeyeMOCTb (JI0JIS ANCTICPCHH TIPH3HAKA, 00y CIIOBICHHAS
TCHETHYECKUMH PA3INIMsAIMHM), a TAKXKE BIMSTHUE PA3THIHBIX
(hakTOpOB Ccpesbl HAa YPOBEHb IIIMKaHOB. B manHOi pabore
YPOBHHU TIIMKAHOB M3MEPSUTH C MCIOIB30BAHUEM TEXHOIO-
ruu BOXX. ABTopbI caienany HECKOIBKO BaKHBIX BBIBOJOB.
Bo-1epBbix, Oblila yCTaHOBIIEHA BBICOKAsI MOMYJISLUOHHAS
M3MEHYUBOCTH YPOBHEH IITUKO3MINPOBaHUs. Bo-BTOPBIX, 00-
Hapy>KeH JOCTOBEPHBIH 3 (EKT 1oj1a 1 Bo3pacTa uyesoBeKa Ha
YPOBEHB Pa3In4HbIX NIMKAHOB, YTO TOBOPUT O BYKHOCTH y4e-
Ta JaHHBIX [TapaMETPOB. B-TpeTbUX, HACIEeyeEMOCTh YPOBHEH
IIMKaHOB BapbUpOBajach (CpeHui K03(hPUINEHT HACIe0-
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Banus h? = 34.7 %, crangapTHOE OTKJIOHEHHUE — 15.5 %), uTo
TOBOPHUT O TOM, YTO IIMKAHBI HAXOAATCS O]l KOHTPOJIEM Kak
TEHETHYECKUX, TaK U CPEHOBBIX (haKTOPOB.

B pabore (Zaytseva et al., 2020) ucciienoBaresid ONCHUITH
HacaeayeMocTb 39 N-IMMKaHHbBIX PU3HAKOB, H3MEPEHHBIX
texnonoruet CBOXX. [lokazano, uro ans 24 u3 39 npu-
3HAKOB HacjieJyeMoCTh coctaiser oonee 50 % (cpenuuit
koo urment nacnenosanus h’>= 48.0 %, cranmapTHoe OT-
kioHeHue — 17.7 %), 9T0 MOATBEP)KIACT TUIIOTE3Y O CYIIe-
CTBEHHOM BJIMSIHUM Ha IIIMKOM IUIa3Mbl KPOBU KaK CPEJIOBBIX,
TaK ¥ TeHETHYECKUX (DakTOpoB. ABTOPBI OTMETHIIH CaMyI0
BBICOKYO HacieryeMocTh (> 50 %) y OMaHTeHHApHBIX IVIHKa-
HOB C (pyKO3MJIIMPOBAaHUEM OCTOBA M IIOHMKEHHBIM YPOBHEM
CHAJIMPOBAHNS aHTEHHAPHBIX LIETIeH, HaXOAIINXCS B COCTa-
BE MMMYHOIIIOOYIMHOB, peuMyIecTBeHHO 1gG, KOTOpbIH
SIBJISIETCSI CAMBIM TIPEJICTABICHHBIM IJIMKOIIPOTEMHOM CpPeIn
Bcex OenkoB Tura3Mbl KpoBu yenoBeka (Clerc et al., 2016;
Uhlén et al., 2019). CpenHiolo 1 BBICOKYIO HACIEAYEMOCTh
(30-62 %) moxazanu Ou- ¥ TpUAHTECHHAPHBIE IIMKAHBI C
BBICOKMM YPOBHEM CHAJIMPOBAHMS aHTCHHAPHBIX IETEil.
0.0. Zaytseva ¢ xouteramu (2020) mosaraiot, 94T0 B 3TOM
Cllydae BBICOKAs HACIIEyeMOCTh MOXET OOBSCHSTHCS Kak
HaJIMYMEM JIaHHBIX CTPYKTYP B COCTaBe OOJIBIIOrO YMCIIa [N~
KOIIPOTENHOB (TpaHcdeppuH, reMONeKcHH, ainbda-1-aHTu-
TPHUIICHH, aNb(a-1-KNUCIIBIN ITIMKONPOTEHH), YTO MIPUBOIMT K
MOTPENTHOCTSM B OLIEHUBAaHUN TEHETUYECKHUX (DAaKTOPOB IS
Ka)KJIOr0 U3 HUX IO OTJEIBHOCTH, TaK U HAXOXKICHHEM dTHX
IIMKQHOB B COCTaBE MPEUMYIIECTBEHHO INIMKOIPOTEHHOB,
MPOAYLMPYEMBIX KJIETKaMH ME€YEHH, NINKO3MINPOBAHNE KO-
TOPBIX TO/IBEPKEHO 3HAYNTEIHHOMY BIIMSHHIO OKPYIKaIOIICH
Cpe/ibl BBHIY IPUHAUIC)KHOCTH K Oestkam ocTpoi (askl Boc-
nanenwus (Jain et al., 2011).

Hecmotpst Ha TO 4TO M3ydeHHUE HACIEAYEMOCTH JIaeT BO3-
MOYKHOCTb OILIGHUTb, Kakas JOJsi U3MEHYHBOCTH NpPU3HAKA
HaXOJUTCS 110]] KOHTPOJIEM TeHOMA, TAKHE MCCIIE0BAHMS HE
TMIO3BOJISIFOT HAHTH KOHKPETHBIE YYACTKH T€HOMA, BIMSIOIINE
Ha MpOosIBJICHNE TIPU3HaKa. [[oMCK TaKMX y4acTKOB BOBMOXKEH
C TIPUMEHEHHEM METOJIOB KapTHPOBAHUS TCHOB KOJINYECT-
BCHHBIX ITPU3HAKOB, B YACTHOCTH METO/Ia ITOJTHOTEHOMHOTO
aHaIM3a acCoLUaluil.

lMonHoreHomHble nccnepoBaHnA

accoumauun yposHen N-rnnkaHos,

CBA3aHHbIX ¢ 6enkamMmu naasmbl KpoBu

CaMblif IAPOKO MCIIOIB3yEeMBIA METOJ] KAPTUPOBAHHUS JIOKY-
COB KOMIUICKCHBIX MPHU3HAKOB U 3a00JICBaHUI YeOBeKa —
MOJTHOTEHOMHOE uccienoBanne accormanuu (ITTUA). DToT
METOJ MPEATOoaraeT MPOBEICHUE aHalln3a acCOIHAIul
MCKIY 60J'IbH_II/lM YHCIIOM (OT COTCH ThICAY 10 JCCATKOB MUJI-
JIIOHOB ) TEHETHYECKIX MAapKEPOB, PACTIPEACTICHHBIX 110 BCEMY
TCHOMY, ¥ HCCIeIyeMbIM Mpu3HakoM. [Ipu 3ToM, Kak Impa-
BUJIO, aHAIM3UPYIOTCS OOJbIINE (OT HECKOJIBKUX THICAY JI0
MHJUTHOHOB) BBIOOPKH 0coOei min mHAuBUAOB. Hammdne
TaKUX JaHHBIX TI03BOJIICT TCCTHPOBATh NMPAKTHYCCKU BECh
I'CHOM Ha MNPUCYTCTBUEC accounaunﬁ C HUCCJICAYEMBIM ITpU-
3HAKOM U, TAKAM 00pa30M, HaliTh HOBEIE, paHee HEU3BECTHEIC
ACCOIMAIN MEXTy JOKyCaMH ¥ TpU3HaKaMu. Yarie Bcero
B [II'MA ucnone3yercs marepuas He OQHOM, a HECKONBKHUX
BBIOOpPOK. Pe3ynmprarsl nccienoBaHus KaKIoi U3 BEIOOPOK
OOBEIMHSIOTCS C MPIMEHECHHEM METOIOB ITOJHOTC€HOMHOTO
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meraananuza (Winkler et al., 2014), yto yBenuuuBaeT oOmmii
pa3mMep BBIOOPKH M TEM CaMbIM HOBBIIMIAET CTATHCTHUECKYIO
MOIIIHOCTh aHaJIN3a aCCOIMNAINH.

Hanu4uune accoumanuy reHOMHOTO JIOKyca ¢ U3y4aeMbIM
MPU3HAKOM HE JIaeT OTBETA Ha BOIPOC O MOJEKYISIPHO-O0HO-
JOTMYECKNX MEXaHM3MaX, JEKAIIUX B OCHOBE IOIyYCHHON
accouyanyu. B BEISIBICHHBIX JIOKyCax MOTYT Pacrioiararbest
OT OZIHOTO JIO IECSTKOB T€HOB JINOO TEHOB B JIOKYCE MOJKET HE
6b1TE BoOOIIE (pHc. 3) (Visscher etal., 2012,2017). ITpu aTom
CYIIECTBYET MHOKECTBO IPUYMH BO3HHUKHOBEHHS accolla-
IIUH: HAJIMYIHE B JJOKYCE KOAUPYIOUINX 3aMEH, BIHUSIOMINX Ha
CTPYKTYpY U (DYHKIIHOHHPOBAaHHUE IPOTyKTa TeHa (OesIka Uitk
PHK); 3ameH, BIMSIOMMX Ha CHEHU(UYHOCTH CBS3bIBAHUS
TPaHCKPUIIIHOHHBIX ()aKTOPOB C PETYISTOPHBIMU OOTACTSIMU.
Camo umncio (GyHKIMOHAIBHBIX BAPHAHTOB MOXKET BapbHPO-
BaThCs OT OjiHOTO 10 MHOTHX (Yang et al., 2012).

Omnpeneneane (yHKIHOHATIBHBIX F€HOB B HaWJECHHBIX
JIOKycaxX M MEXaHNW3MOB MX BIIMSIHUS HA UCCIIETyEeMbIH MpH-
3HAaK — Ba)KHast 3aja4a (yHKIIMOHAJIBHBIX HCCIIEIOBAHUH,
MPOBOJMMBIX C MPUMEHEHHUEM METOJ0B MOJIEKYISIPHON U
KJIeTOuHOH Orosoruu. [Tpu 5TOM 9KCIT0 BO3MOXHBIX THITOTE3,
TpeOyIOLIMX TECTUPOBAHUS, PACTET (TEOPETHUECKH) B TEOME-
TPUYECKOH MPOrPECCUH B 3aBUCUMOCTH OT YHCJIA BO3MOXKHBIX
MOJICKYJISIPHBIX MEXaHHU3MOB accounanuu. IIpnaumas Bo
BHUMaHHE CJIOKHOCTb, JJOPOTOBHU3HY U TPYJOEMKOCTh METO-
JIOB MOJICKYJISIPHOM M KJIETOYHOH OMOJIOTHH, KpaifHe BaKHBIM
SBIISICTCSI TIPOBEJICHHUE TEPBUYHON OnonHpopmMaTndeckoit
MPUOPUTU3ALNN TUIIOTE3 O MEXaHNW3MaxX BO3HUKHOBEHHS
accormarin. K HacTosmieMy BpeMeHH pa3paboTaHo 0obIIoe
YHCII0 METO/10B (DYHKIIMOHAIBHON aHHOTAWH in silico (Yang
et al., 2012; Bulik-Sullivan et al., 2015; Pers et al., 2015;
McLaren et al., 2016; Staley et al., 2016; Zhu et al., 2016;
Pasaniuc, Price, 2017; Hemani et al., 2018). [Ipumenenue nan-
HBIX METOJIOB II03BOJISIET IIPHOPUTU3UPOBATH TMITOTE3bI O Me-
XaHHU3MeE acCOLMALINH, TEM CAMBIM TTOBBIIIAs 3P PEKTHBHOCTh
JATBHEHIINX MOJICKYJISIPHO-OHOIOTHUECKIX HCCIIeIOBAaHNH.

K HacrosimeMy BpeMeHH B Ka4ecTBE 0OBEKTOB ISl UCCIIe-
JIOBaHMSI TEHETUYIECKOTO KOHTPOJISI INIMKO3MIINPOBAHUS Oern-
koB MeTozoM IIT'MA ucnonb3oBanbl: o0 N-Tiukom Oe-
KOB IJIa3Mbl KPOBH YeNlOBEKa (YeMy MOCBSIIEH Halll 0030p)
(Lauc et al., 2010a, b; Huffman et al., 2011; Sharapov et al.,
2019, 2020), N-mmukoM nmmyHornoOynuaa G — Haubosee
IpeacTaBIeHHOro N-ITMKONpoTenHa mia3mel kpoBH (Lauc
etal.,2013; Shen et al., 2017; Wahl et al., 2018; Klari¢ et al.,
2020; Shadrina et al., 2021), a Taxxxe N-mmkoM TpaHchepprHa
(Landini et al., 2022), cekpeTHPYEeMOro Me4eHbIo.

Ha ceropnsmHuii 1eHb OMyONNKOBAaHbI PE3YNIBTATHI TISITH
III'MA o6mmero N-rmrkoMa O€ITKOB ITa3MbI KPOBH YEIIOBEKA
(Lauc et al., 2010a, b; Huffman et al., 2011; Sharapov et al.,
2019, 2020).

MrNA o6wero N-rnmkoma

6enKkoB nnasmbl KpoBU 4YeJsioBeKa

Iepseie III'MA yporeit N-IHKO3HINPOBaHUS OCIIKOB de-
noseka mposenensl B 2010-2011 rr. (Lauc et al., 2010a, b;
Huffman et al., 2011). B atux padortax ams aHanmm3a ypoBHEH
IMKO3WJIMPOBaHUs UCTONb30BaHbl MeTo BOXKX u reneru-
YeCKHe JaHHbIE C HEBBICOKOH (110 CErogHSIIHUM MEpKaMm)
TUTOTHOCTBIO IOKPBITHS TeHOMa MapKkepaMu — 110 2.5 mira OHIT
na reqom. B TITA 2010-2011 rr. ObL10 HaiAEHO MIECTD JIO-
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Genetic control of N-glycosylation
of human blood plasma proteins
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Puc. 3. lMpumepsbl Fpad)I/IKOB pervoHanbHom accoumaymm, B/3yanusnpyrowmnx accoumaumnio mexagy npmsHakom v reHe-

TUYECKNMIN MapKepaMun, pacnoNoXeHHbIMN B NIOKYCE.

Mo ocun opAnHaT OTNOXeH OTpI/ILlaTel'IbeIVI AECHTI/NHI:IIZ p-value reHeTMYecKomn accoymaymmn, no ocn a6L|l/lCC — reHOMHble KO-
OpAVHaTbl reHeTUYeCKoro mapkepa (OHN). CurHan accounaumm moxet 6bITb pacnonoXxeH B Ko,qmpyiou.leﬁ YaCTn HECKOJIbKNX

reHoB (a), MOXeT He BK/loYaTb reHbl (6).

kycoB (FUTS, HNF 1A, FUT3/FUT5/FUT6, MGATS5, B3GATI,
SLC9A49), accouuupoBaHHbIX ¢ N-IJIMKO3HIMPOBAHUEM O€I-
KOB IIa3Mbl KPOBH 4esioBeka. OTMETHM, YTO HU B OJJHOM H3
9THX UCCIIEJOBAHHUI HE HCITOIb30BaHbI HE3aBUCHUMBIE 00pa3IIbl
JUIsL TIOATBEPKICHUS PE3YyIbTaTOB.

B nccrnenoBannu, omyonukoBanHoM B 2019 1. (Sharapov
et al., 2019), ObuM B3ATHI JaHHBIE BBIOOPKH OPHUTaHCKOTO
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omusHenoBoro uccnenoBanmst — TwinsUK Registry (Spector,
Williams, 2006; Moayyeri et al., 2013). JTyis 2763 y4acTHUKOB
WCCIIEIOBaHUS OBLIM JOCTYIIHBI TaHHBIC ITOJHOTEHOMHOTO
reHOTUNHUpOoBaHus U nepsuynble AaHHble CBOXXX N-rmu-
Koma 0eskoB 1a3Mbl KpoBu. Yuncio OHII 6buto yBennueHo
¢ 2.5 no 8.5 MJIH B pe3ynbTare MPOBEACHHONW MMITyTalluH C
HCIOJIb30BaHuEM JaHHBIX MpoekTa «1000 reHoMoB» U cO-

BaBunoBckuii )KypHan reHeTuku u cenekuunm / Vavilov Journal of Genetics and Breeding - 2023 - 27 - 3



CoXK. Wapanos, A.H. TumoLyk [eHeTnyecknin KOHTPonb N-rMMKO3MNNPOBaHMA 2023
10.C. AynbyeHko 6enKoB Nnasmbl KPOBK YenoBeKa 273
Jlokycbl, accoumauma KoTopbix (3a ncknoueHnem KREMENT)

NoATBepPKAeHa Ha He3aBMCKMbIX BbIOOpKax B UccnegoBaHum (Sharapov et al., 2020)

OHIN Mo3sununa leH SOO/PE®  EAF MpusHak BETA SE p N

rs9624334 22:24166256 SMARCB1,DERL3, C/G
CHCHD10

rs909674 22:39859169 MGAT3 A/C

rs140053014  22:29550678 KREMEN1 Ins/Del

FA2[6]BG1n -0.31 0.03 7.15E-26 4051
FBn -0.22 0.02 1.88E-20 4343
FA2[3]G1n -0.68 0.23 0.0027 459

Mpumeuarune. OHM - OHI, nokasaslwmnit HaumeHbluee p-value; SOO/PED - sdpdeKkTopHbIN, pedepeHcHblii annenb; EAF — yactota adpdekTopHoro annens;
BETA - oueHKa apdekTa 3pdeKTopHOro annens Ha npusHak; SE — ero ctaHgapTHas ownbka; p — p-value accoumauum OHI ¢ npr3Hakom.

OTBETCTBYIOIIETO KOHTPOJISI KadecTBa. bblia MOATBEpIKACHA
accoranys 5 u3 6 JOKycoB, HaliIeHHBIX paHee (Bcex 3a Uc-
kiroueHneM SLCYA49), a Taxoke BBIABIEHO 10 HOBBIX JIOKYCOB.

ITo pesynbraram uersipex uccienosanuii (Lauc et al.,
2010a, b; Huffman et al., 2011; Sharapov et al., 2019) B oO1ieit
CIIO)KHOCTH HaiiIeHBI acconuanuy ¢ 16 moxycamu, 15 U3 HIX
OBLTH B TaTmbHEUIIIEM OATBEPKACHHI B pabote (Sharapov et
al., 2020) (cm. TabnuIly), B KOTOPO# HCIIOIB30BaHA KPYITHEH-
mrasg (Ha MOMEHT IIPOBOIMMOTO HMCCIIEOBAHHS) KOJUICKIIUS
TCHOMHBIX M TIIMKOMHBIX JaHHBIX 11 4802 00pas3ioB u3
yerbipex BbIOOpok — EPIC-Potsdam, PainOmics, SOCCS
n SABRE, neranpHOE omucaHne KOTOPBIX MPEICTaBICHO B
JIOTIONTHUTEIBHBIX NPUMEUaHuIxX K crathe (Sharapov et al.,
2020). Y4acTHUKH JaHHBIX UCCIICIOBAHUN OBUIA T€HOTHUIIH-
poBansI ¢ ucnons3oBanueM creayromux JIHK unmos: EPIC-
Potsdam (Human660W, 560000 OHII, HumanCoreExome,
410000 OHII, InfinitumOmniExpressExome, 850000 OHII),
PainOmics (Illumina HumanCore BeadChip, 720000 OHII,
[llumina GSA, 300000 OHIT), SOCCS (HumanHap300/
HumanHap240S, 510000 OHIT), SABRE (Illumina Human
Core Bead Chip, 330000 OHIT).

Koroprroe uccrienoBanue EPIC-Potsdam Bxirogaer 27000
YYaCTHUKOB B BO3PACTHOM Juana3one 35—65 jieT. Y4acTHUKU
OB HaOpaHbI CITyYaifHBIM 00pa3oM U3 momyisinyu B T. [Tox-
craMm (I'epmanns), B nepron ¢ 1994 mo 1998 r. (Boeing et al.,
1999). PainOmics (Allegri et al., 2016) — uccnenoBanue Trma
«CITy4ai-KOHTPOJIBY, HAIPaBIEHHOE Ha TIOMCK MOTEHIINATb-
HBIX OMOMapKepOB JOPCAITHHN U TCPAIIEBTHYUCCKUX MHUIIICHEH
Juist ero siedeHust. B mepuon ¢ 2014 o 2016 r. 6bu1a codpana
BbIOOpKa n3 3400 y4acTHHKOB, NMpOKUBAIONINX B MTammm,
benbrum, Anrmun u XopBaTuu.

[otmarnckoe uccnemopanne SOCCS (Theodoratou et al.,
2016; Vuckovié et al., 2016) siBisieTCst HCCIEIOBAHUEM «CITY-
Yaii-KOHTPOJIbY, HAIIPABICHHBIM Ha M3y4eHHE (aKTOPOB PHCKa
KOJIOPEKTAJIBHOTO paka. beutn cobpansl nanusie o 2000 ma-
IUEHTaX C KOJOPEKTalIbHBIM pakoM U 2100 KOHTPOJIBHBIX
ucnbITyeMbix. SABRE — 3T0 momynsnpoHHoE HcciaejoBaHue,
navatoe B 1988 1. (Tillin et al., 2012). Beero 66t coOpanbt
nanHble 0 4800 yuyacTHHKax B Bo3pacte oT 40 no 69 ner,
npokuBaromux B 3amagaoM Jlongone (Bemmkobpuranus).

Jlnist IpUOPHUTH3AMN HOBBIX T€HOB-PETYIISATOPOB TIIHKO-
3WJIMPOBaHUsI OCJIKOB B MOJATBEPIKIEHHBIX JIOKyCax W IS
BBIJIBIDKCHUS TUIIOTE3 O MOTEHINAIBHBIX MEXaHW3Max JeH-
CTBHS 3THX JIOKycOB B padote (Sharapov et al., 2019) Ob1
MPUMEHEH aHCaMOJIb METO/IOB KOJIMUECTBEHHOM Ie€HETHKU U
OmonmH(pOPMATHKH. DTH METOMBI U TIOIXO/IB! OITMCAHBI HIXKE.
1. IlppopuTH3amysi TeHOB HA OCHOBAaHWHM PE3YJIBTATOB aHa-

Jn30B KoJjiokaau3anuu ¢ eQTL. MeToas! KonoKau3aiuu,

B YaCTHOCTH HCIIOJb30BAaHHBIN aBTOpamu Meton SMR/

HEIDI (Zhu et al., 2016), mo3BonstoT HACHTH(GUIIIPOBATH

TeHBbl, U3MeHeHue dKcnpeccur (Ha ypoHe MPHK) koTopbix

orocpeayet accormaruio Mmexxay OHIT n n3ygaembiM mpu-

3HAKOM.

2. [Ipuoputn3anys FeHOB, OCHOBaHHasl Ha OTIPE/IeJICHUH BO3-
MOXHBIX (DYHKITMOHATBHBIX MOCIIEACTBUN HYKJICOTHIHBIX
3aMEH, HaXOASAIINXCSI B BBICOKOM HEPaBHOBECHH TI0 CLIETI-
nenuto ¢ OHII, acconuupoBaHHBIMU ¢ N-IJIHKOMHBIMH
npu3HakaMu. C momompio metonoB VEP (McLaren et al.,
2016), FATHMM-XF (Rogers et al., 2018), FATHMM-
InDel (Ferlaino et al., 2017) Beioupanuce OHII, 3ameHb
B KOTOPBIX M3MEHSJIN TIEPBUYHYIO aMUHOKHCIIOTHYIO I10-
CJIE/IOBATENILHOCTH OeJTKa M/UITH KJIacCU(PUIIMPOBAIIMCH KaK
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naroreHHble. [ eHbl, MoCIeI0BaTeIbHOCTh KOTOPBIX OblIa
3aTPOHYTa TaKUMHU 3aMEHaMH, IPUOPUTU3UPOBAINCH KaK
TeHBI-KaHAUIATHI.

3. IIpropuTH3anys reHoB Ha OCHOBAHUU MX BOBJIEYEHHOCTH
B paznmuaHble 6monornueckue mytn. Meton DEPICT (Pers
etal., 2015) mpropuTH3NPYET T€HBI K OMOIOTHYECKUE ITyTH
Ha 0a3e pe3ysIbTaTOB aHaliM3a oOoraiieHus (mepenpe-
CTaBJIEHHOCTH T€HOB TOTO WMJIHM HMHOTO OMOJIOTHMYECKOTO
MyTH B aCCOIIMMPOBAHHBIX JIOKYCaX), KOTOPBIH B CBOIO
odepesib NMPOBOJUTCS HA OCHOBE 3apaHee pacCUYUTAHHOM
BEPOSATHOCTH MPUHAIIIEKHOCTH TOTO MM MHOTO JIOKyCca K
KOHKPETHOH 'eHHOI CeTH 1/Miin ONOIOTHYECKOMY ITyTH.
Ecnu 171 TOro Uiy HHOTO JIOKyca MPUMEHEHUE OIMCAaHHbIX

BBIIIIE METO/IOB HE TIPUBEIIO K MPUOPUTH3AINHN KAKOTO-TO TeHa,

BeIOMpany rex, Ommkaiimmii k OHII ¢ camoli nocToBepHO

accolualuei B JIOKyce.

leHbI-KaHAWAATbI, BOB/IeYEHHbIE B NNpoLecchl
N-rnuko3unupoBaHusa 6eKOB Nia3mMbl KPOBU

B pesynbrare nmpoBeaeHHBIX in silico aHann30B B paboTe 1o
n3ydenuro odmero N-mrkoMma mia3mbl KpoBH (Sharapov et
al., 2019) nnst 15 noxycoB Oblu puopuTH3rpoBansl 20 re-
HOB-KaHAMJATOB (puC. 4).

B sToMm pasnene npuBeneHo moapoOHOE ONMMCAHUE ITHX
T€HOB M TUNOTE3bl 00 MX BO3MOXKHOI PONM B peryasnun
N-TIIUKO3UINPOBaHUS OSITKOB IIJIa3Mbl KPOBH YETOBEKA.

B 8 u3 15 noxycoB (MGATS, MGAT3, FUT3/FUTS5/FUTG,
FUTS, ST6GALI, ST3GAL4, B4GALTI, B3GATI) B xauect-
B€ TEHOB-KaHIUIaTOB COJIEPKaTCs TEHBI, KOAUpYyomue pep-
MEHTbI — NIMKO3WITpaHc(hepasbl, y9acTBYIOLIHE B OMOCHHTE3E
N-I1MKaHOB.

B noxyce Ha 2-it xpomocome, 125 M.1I. H., TeHOM-KaH/H-
narom siisercst MGATS, xopupyroumii pepment GnT-V —
anbda-1,6-MaHHOZWINIMKONIPOTEUH 6-0eTa-N-aeTninio-
Ko3aMuHIATpaHcdepasy. JJaHHbIi (hepMEHT IEPEHOCUT OCTa-
ToK N-alleTWIINTIOKO3aMHHa K MAaHHO3€ B cocTaBe N-IVIHKaHa,
IIPY 9TOM 00pasyeTcsi TpU- WM TeTPaaHTEeHHAPHBII N-IJIHKaH.
Jlokyc ¢ rerom MGATS moxa3ai acCOIHMAINIO C TIIMKOMHBI-
MM ITPU3HAKaMH, OTPAKAIOIIMMH YPOBEHb TPH- ¥ TETPAaHTEH-
HapHbIX TkaHoB (Sharapov et al., 2019).

leHbI-KaHAMAATDI

HNF1A* MGAT5 IGH
IKZF1* MGAT3 HLA
RUNX3* FUT3/FUT5/FUT6! SLC9A9
SMARCB1? FUT8 DERL3/CHCHD10?

ST6GAL1 NRTN'

ST3GAL4
Perynatopbl B4GALT1 [pyron mexaHn3m

TpaHCKpUNuun B3GAT1
leHbl
ravKo3unTpaHchepas

Puc. 4. MNpepnoxeHHble B pabote (Sharapov et al., 2019) reHbl-kaHAAa-
Tbl, PErynvpyoLne YPOBHY MMKO3UAMPOBaHNA GEIKOB Ma3Mbl KPOBM-
yenoseka.

3BE370YKOI OTMEYEHbI FeHbl, POJIb KOTOPbIX B PErynaLum MIMKO3UAMPOBaHUA
[loKa3aHa B pe3ynibTaTe dKCNepUMEHTOB. BepxHuil nHaeKc ob6o3HavaeT npu-
OpUTK3aLMI0 reHOB-KaHAVAATOB BHYTPU OfHOTO JIOKYCa.
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B nokyce na 22-i xpomocome, 39 M. 11. H., TeH-KaHIU1aT —
MGAT3, xogupyromuii N-areTHITTIOKO3aMITHIITpaHC(e-
pa3y GnT-1II — Gera-1,4-ManHO3UATIIMKONIPOTENH 4-OeTa-
N-aneTwinToKko3aMuHIITpaHchepasy. ITOT HepMEeHT mepe-
HOCHUT OCTaTOK N-alleTHIIIIOKO3aMIUHA K MAHHO3€ B COCTaBe
N-TiKaHa B ONpeeIeHHYI0 TO3UIHNI0, IPH 5TOM 00pa3yeT-
csl pacceyeHre octosa. [lokazaHo HamM4yKe IIEHOTPOITHOTO
s dexTa JaHHOTO JIOKyca Kak Ha YPOBHU N-TIIHKAaHOB, TaK
U Ha ypoBeHb dkcnpeccuu rena MGAT3 B CD19+ knet-
kax (B-nmum¢onurax) (Sharapov et al., 2019; Klari¢ et al.,
2020).

B nokyce na 14-it xpomocome, 66 M. 1. H., TeH-KaHUAaT —
FUTS. Dror ren xonupyer ¢pepment Fuc-TVIII — anbda-
(1, 6)-pyxozunrpanchepasy. JJaHHBII epMEeHT MEPEHOCHUT
octarok (yko3bl K N-aleTHINTIOKO3aMUHY, HaXOSIIEMYyCs
B ocTOBe N-IJIMKaHa, ¥ TEM CaMbIM OTBe4aeT 3a (DyKO3MIIHU-
poBanune ocroa N-miinkanoB. ClieyeT OTMETUTb, YTO JIOKY-
col FUT8 1 MGAT3 nokaszaiyd accolMaluio ¢ MpU3HaKaMu
FBS2/(FS2+FBS2) u FBS2/FS2, orpaskaroumu npeacras-
JIEHHOCTh PACCEUEHHsI OCTOBA Y OMaHTEHHAPHBIX [TINKAHOB C
(yxoznmmposanuem ocrosa (Sharapov et al., 2019), uto nox-
TBEPIKJAET M3BECTHBIM (akT MHTEPPEPEHIIMH aKTUBHOCTEH
tdepmentoB Fuc-TVIII u GnT-1II (Brockhausen, Schachter,
1997).

B nokyce Ha 19-ii xpomocome, 5.8 M. 1. H., reHaMU-KaH 11~
naramu seisiioress FUT6, FUTS, FUT3, NRTN. I'en NRTN
KOZIUPYeT HEHPOTPONUIECKNH (aKTop, PeTyIUpYIOMINI BbI-
JKMBaHWE U (QYHKIMOHMpOBaHue HelpoHoB. [enbl FUT6 n
FUT3/FUTS xommpytot depmentst Fuc-TVI u Fuc-TII —
(ykozunrpancdepassl 6 1 3 COOTBETCTBEHHO, IEPEHOCSIINE
octatok (yko3sl ¢ [JID-hyko3sl k N-aleTHIITFOKO3aMUHY
myTeM oOpa3oBaHus anbda-1,3(4)-IIMKO3UIHON CBA3H. DTH
(hepMeHTBI OTBETCTBEHHBI 32 aHTEHHAPHOE (PyKO3MINPOBAHNE
N-mukanoB. B padore (Sharapov et al., 2019) npogeMoHCTpH-
POBAHO, YTO 3TOT JIOKYC ACCOLMUPOBAH C AHTCHHAPHBIM (yKO-
3MINPOBAHUEM TPH- U TETPAAHTEHHAPHBIX IIMKAHOB. HyXHO
OTMETHTS, uTo B rere FUT6 pacnionoxen OHII rs17855739.
Orot OHII kogupyer 3ameny G>A (1qactora amienst A ~12 %
B TIONYJISIIMSIX YEJIOBeKa, cortacHo 6ase nanabix TopMED),
KOTOpasi MPUBOJHUT K 3aMEILICHUIO OTPHUILIATEIBHO 3apsDKEH-
HOM NIy TAMUHOBOMW KMCJIOTHI HA ITOJIOKUTENIBHO 3apsyKEHHBIN
m3uH B 247-# nozumn (3amena p.Glu247Lys). Ota 3amena
pacnooxeHa B KarauTHieckoM Jjomene pepmenrta Fuc-TVI
W TPUBOIUT K MHAKTUBAIMHU (epmenTta. Takum obOpazom,
9TOT BapHaHT MOXKET UMETh (PyHKIMOHAIBHOE BIMSHUE Ha
[IMKO3UIIUPOBaHUE OCJIKOB I1a3Mbl KPOBH uesioBeka. HyxHo
OTMETHTB, uTo TeHsl FUT3, FUT5 u FUT6 nipou3onu ot
00IIIero MpeaKoBOroO reHa B pe3ydbrare ABYyX AYIUTHKAani
(Dupuy et al., 2002). IIpu sTom 3kcnpeccus reHa FUTS Ha
YPOBHE TPAHCKPUTILINH U TPAHCIISIIUK B OPraHU3MeE YeJIOBEKa
ropaszo cinabee o cpaBHenuto ¢ FUT3 n FUT6 (Taniguchi
etal., 2014).

B nokyce Ha 3-it xpomocome, 186 M. I1. H., TeH-KaHIUIAT —
ST6GALI. Ten ST6GALI xonupyet anbda-2,6-cuanui-
TpaHcdepasdy 1. DTOT pepMeHT KaTtaiu3upyeT oOpa3oBaHue
anbda-2,6-IIUKO3UIHON CBSI3M MEKIY CHAJIOBOM KHCIOTON
1 N-aneTHiIrIIoKO3aMUHOM, CBS3aHHBIM C TaJIAKTO30H, B CO-
craBe N-mmkana. B padore (Sharapov et al., 2019) nokyc
ST6GALI acconnupoBaH ¢ YPOBHSAMH MOHO- U THCHAHIIH-
poBaHHBIX N-ITTHKQHOB M UX NPE/IIECTBEHHUKOB.
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B nokyce nHa 11-it xpomocome, 126 M. 1. H., TeHOM-KaH-
munatoMm aeisiercs ST3GAL4. Ten ST3GAL4 xogupyet dep-
MeHT anb(a-2,3-cuamirpancdepasy, HEpeHOCSIIYI0 OCTaTOK
CHUAJIOBOM KMCIIOTHL. JlaHHBIN JIOKYC MOKa3ajl acCOLUAIINIO C
YPOBHSIMH Pa3IMYHBIX CHATMIINPOBAaHHBIX N-rrKaHoB (Sha-
rapov et al., 2019).

B nokyce Ha 9-ii xpomocome, 33 M. L. H., FeH-KaHIUJaT —
B4GALTI. Ten B4GALTI xomupyeT (epMEHT rajaKkTO3MII-
TpaHcepasy, NPUCOSANHSIOMUI TalakTo3y K PasIHIHBIM
cyOcTparam, B TOM 4nciie U K N-aieTwinioko3amuny. JIokyc
B4GALT! 611 accOIMMpOBaH C YPOBHSAMH TaJaKTO3MINPO-
BaHHBIX OMaHTEHHAPHBIX N-DIMKaHOB M MX TPEIIICCTBEH-
HukoB (Sharapov et al., 2019). M3BecTHO, 4TO psif MyTaruii
B reHe B4GATLI npuBOONT K BPOXKICHHOMY 3a00JI€BaHUIO
rkosmmposanus (Staretz-Chacham et al., 2020).

B nokyce na 11-it xpomocome, 134 m.1. H., TeHOM-KaH-
nunatom sBisietcss B3GATI, xogupyronuii pepMeHT ra-
JIAKTO3MIITAJIAKTO3WIIKCHIIO3MIIITPOTEHH-3 -0eTa-IIIIOKy pOHO-
swiaTpaHcdepasy 1-ro tuna. DToT pepMeHT KaTalu3upyer ne-
PEHOC TITIOKYPOHOBOM KHCIOTHI B X01e 6nocuaTe3a HNK-1
SMHTOMA. DTOT BIUTOI JKCIPEecCUpyeTcs Ha JUMponnTax,
OJIHAKO €ro MPHCYTCTBHE Ha OeJKax I1a3Mbl KPOBH JI0 OIpe-
JIEICHHOTO MOMEHTA He OBUIO M3BECTHO. Accoluanus JaH-
HOTO JIOKyca ¢ ypOBHSIMU N-ITIHKaHOB OEJIKOB ITa3Mbl KPOBH
BriepBble npuBeaeHa B padore (Huffman et al., 2011). B uc-
creoBanny (Sharapov et al., 2019) o6Hapy»)eHO IPUCYTCTBHE
TTFOKYPOHOBOM KHCIIOTHI B N-IIIMKOME TUIa3Mbl KPOBH, YTO
MOXET OOBSICHATB aCCOLMAIMIO ITOTO JIOKYCA.

B cemm npyrux jnokycax reHbI-KaHIMIAThl HE OBLIM Te-
HaMu DKosmnTpaHcdepas. B nokyce Ha 22-i xpomocome,
39 M. 11. H., ObUIH IPUOPHUTH3UPOBaHbI TpH rena — SMARCBI,
DERL3, CHCHDI0. B xopupyIomei mocien0BaTeIbHOCTH
reHa SMARCBI pacnonokeH camblii CHIIBHBIA CUTHAI ac-
coupanuu B 9toM Jiokyce. ['en SMARCBI xonupyer Oenok —
gacTb Komriekca hSWI/SNF, pemonenepa xpomaruna. [1po-
nykt rena SMARCBI urpaet BakHYIO pOJIb B MHTHOMPOBAHUHT
KaHIeporenesa, nposindepanuu 1 audpHepeHuanum KIeTok
(Pottier et al., 2007).

I'en DERL3 xomupyet (hepMeHT, y4acTBYIOMINH B leTpaja-
AU JIOMUHAJIBHBIX TIIMKOIPOTEMHOB C HEKOPPEKTHOM Tpe-
TUYHOM CTPYKTYPOH, IPOUCXOASAIIEHN B HHIOIIIA3MAaTHUECKOM
peruxynyme (Oda et al., 2006). B nannoM j10Kyce HaX0AUTCS
MaTOreHHbIN BapuaHT 1s3177243, pacnonoKeHHbIH B KOJIHU-
pytorieii mocnenosarensHOCTH TeHa DERL3.

I'en CHCHDI0 xonupyeT MUTOXOHIPHAIBHBIA OEIOK,
BCTpevarouuics B Gpuodpmisiax kpuct Mutoxouapuii. [Toka-
3aHO, YTO T€HETHUYECKasl aCCOLHUALUS ATOTO JIOKYyCa C ypOB-
HAMH N-TJIMKaHOB OEJIKOB MOXET OBITH OMOCPEA0BaHA BN~
HHUEM HYKJICOTHUAHBIX 3aMeH Ha dKkcnpeccuto reHa CHCHD 10
B KieTkax KpoBu (Sharapov et al., 2019). Panee nemmocpen-
CTBEHHOE y4acTHe MUTOXOHPHAIIBHBIX OEJIKOB B IIPOLIECCAaX
[IMKO3WIIMPOBaHMs He ObLJIO M3BECTHO, oxHako B 2017 r.
omyOnukoBaHa paboTa, TMOKa3aBIIas poib (hparMeHTannun
MHUTOXOHAPHUI M YHCIa KOHTAKTOB HHJIOILIA3MaTHIECCKOTO
PETHUKYIyMa ¢ MUTOXOHAPHUAMHU B IPEACTABICHHOCTH CHa-
JUIMPOBAHHBIX NIMKAHOB HAa OBEPXHOCTH ITHO0OIACTOMHBIX
KJIETOK, YTO, B CBOIO OY€pE/b, BIHAJIO Ha y3HABAHUE JIUM(O-
UTaMHU KJIETOK rirobiaactoMel (Martinvalet, 2018).

Jlokyc Ha 14-it xpomocome, 105 M. IT. H., COTEPKUT KJIacTep
reHoB /GH, KonupyIOIUX TSDKEIJbIE HEH UMMYHOIIOOYH-
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HoB. UmmyHoroOyiua G (IgG) — Haubonee npeacTaBicH-
HBIH N-TIIHKOTIPOTEeHH T1a3Mbl KpoBH denoseka (Clerc et al.,
2016), a ero KOHCTUTYTHBHBIH CaiT N-IJIMKO3MIMPOBAHUS
pacIoIOKEH B TSKEJIOH 1enu.

B nokyce Ha 3-if xpomocome, 142 M. 11. H., TeH-KaHIUIAT —
SLCY9A49. Ten SLC949 xomupyet Na*/H Hacoc, KOTOpBIi,
MIPEANOIOKUTENILHO, PErylupyeT ypoBeHb pH B ammapare
Tompxu (AT). [uko3mmupoBaHme OSIKOB MPOMCXOIUT B
AT, n, cormacHO UMEIONIMMCS JaHHBIM, ATOT MPOIECC YyB-
creuTeneH k nameHenuro pH (Kellokumpu, 2019). Iporeccst,
npoucxonsamue B AL, BTusioT Ha (opMUpOBaHNE TETEPOIH-
MEPHBIX KOMIUIEKCOB, OCYIIECTBIISIOMINX IINKO3MITMPOBaHNE
(Hassinen et al., 2011). B pa6ore (Rivinoja et al., 2009)
MPOAEMOHCTPHUPOBaAHO, 9TO yBenumdeHne pH B A" moxer
HapyIIUTh TEPMUHAIBHOE N-TIMKO3WINPOBaHUE (BKIIOYAs
CHAJIMIIMPOBAHKE) U3-32 HEBEPHOH JIOKATM3AMU TIIMKO3UII-
Tparcdepas. CoracHo 3Toif THmorese, B padore (Huffman
etal., 2011) moxyc SLC9A9 nokaza acCoIMaIHIo ¢ ypOBHEM
TeTpacuaJIInpoBaHHbIX N-INIMKaHOB, a B padore (Shara-
pov et al., 2019) — ¢ ypoBHEM CHANTHINPOBAHHBIX N-TJIH-
KaHOB.

B nokyce na 12-i xpomocome, 121 M. 1. H., TeH-KaHAUIAT —
HNFIA. IlonpobHoe (hyHKINOHATBHOE UCCIEIOBAHNE ITOTO
nokyca, npoeneHHoe G. Lauc ¢ xomreramu (Lauc et al.,
2010a), BeisiBWIO, 4TO TeH HNF 1A, konupytomuii (hakrop
TPAHCKPHIILIUH eMaTOLITOB, PETYINPYET IKCIIPECCUIO 00ITb-
IIMHCTBA T€HOB, KOIUPYIOMNX (yKo3miTpanchepassl, —
FUT3, FUTS, FUT6, FUTS, FUTI10, FUTII — B K1€TO4HOH
muand HepG2, momydeHHON W3 KIETOK MedeHn. B ToMm ke
UCCIIEIOBAHUU NIPOAEMOHCTPUPOBAHO, uTO [INF1A4 perynu-
PYET DKCIIPECCHIO F'eHOB, KOIUPYIOUINX KItoUeBble (pepMeH-
1o a5 cuaTe3a [ /]1d-dyxo3sr — cyOcTpata amsa (Qyxo3ni-
TpaHcdepas, 9YTo B COBOKYITHOCTH TOBOPHT O KIIFOYEBOH POITH
reHa HNF1A B nipoueccax (pyKO3HJIMPOBAHHUS [JIMKAHOB.

s moxyca Ha 7-i xpomocome B 50 M. I1. H. TeH-KaHIUIaT —
IKZF1. Panee B pabote (Lauc et al., 2013) Obina Hailinena
accolanys JaHHOIo JIOKyca ¢ InKo3uiauposanueMm IgG, B
KOTOPOH aBTOPBI MPEATIONOKIIH, 9TO TeH [KZF] sBusercs
KaHJUJATHBIM JUIsl JaHHOTO Jiokyca. I'en IKZF1 konupyer
JHK-cBsi3bIBatonuii 6enok Ikaros, — peryssitop TpaHCKpHII-
Y, KOHTPOJIUPYIOIIUH IPOLIECC PEMOISITUPOBAHHS XPOMa-
tuHa. UHTepecHo, uto nokyc /KZF'] accouuupoBaH ¢ ypoB-
HsAMH N-IJIMKaHOB OEIIKOB IUI1a3Mbl KPOBH C (hYKO3UIIUPOBa-
HHEM OCTOBA, C KOTOPBIMH OBIIT acCOIMUpoBaH Jokyc FUTS
(Sharapov et al., 2019). IKZF ] paccMaTpuBaeTcs Kak BaKHBIH
perymasitop auddepennumanun aumdonutos (Sellars et al.,
2009; Marke et al., 2018).

[MockonbKy KeTkH, cekpernpyromme IgG, — npon3BoaHbe
mumdonuToB, red [KZF1 Obl1 BbIOpaH B Ka4eCTBE KaHIH-
JIATHOTO B 3TOM JIOKyce. bbllla BBIIBUHYTA THIIOTE3a O €T0
ponu B peryisinuu (pyKo3HIMPOBaHHs O0CTOBa N-IINKaHOB
IgG nyrem perymsiunu sxcrpeccun rena FUTS (Sharapov et
al., 2019). bonee Toro, B uccnemoBannu (Klari¢ et al., 2020)
9KCIIEPUMEHTAJIbHBIM ITyTEM YCTAHOBIICHO, YTO HOKJAYH
reHa IKZF1 B 1gG cexperupyronux kinerkax MATAT6 npu-
BOJMT K 00JIE€ UeM TPEXKPATHOMY YBEIIMUEHHIO SKCIIPECCUH
FUTS n yBennueHuto ypoBHsI (DyKO3MIIMPOBAHHS CEKPETHPYE-
moro IgG.

B noxyce Ha 1-if xpomocome, 25 M. 1. H., TeH-KaHIUAAT —
RUNX3. 3tot ren kogupyeT Runt-gomeH-conepxammuii Oe-
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JOK — (haKTOp TPAHCKPHUIIIMHU, KOTOPBIA TaK e, KaKk U T'eH
IKZF1 (Sellars et al., 2009), urpaet BaxHyIO poiib B CO3pe-
BaHMU U AuddepeHpoBke B-mmmdonuros.
I'enbI-kauauIaThl 1is JoKyca HLA (J0KyC TIIaBHOTO KOM-
TUIeKCa THCTOCOBMECTHMOCTH YeI0BeKa) Ha 6-if XxpoMocome,
25-32 M.1.H., HE NPEACTABIEHBI, TOCKOJIbKY UMEIOT BbICO-
KUH MIaHC OBITH JIOKHOMOJIOKHUTEIbHBIMA. C TOYKH 3pEHUS
KOJINYECTBEHHOW T'€HETHUKH MYJIBTH()AKTOPHBIX MPU3HAKOB
yenoBeka JIokyc HLA ssnsiercs yankanbHbM (Kennedy et
al., 2017). DtoT J0KyC MMeeT camylo OOJBLIYIO INIOTHOCTh
TEHOB B T€HOME YEJIOBEKa, Y HEr0 BBICOYANINAs CTETIEHb I10-
JTMMOP(HOCTH Ha HYKJICOTHJHOM YPOBHE. AJIIEIH JJAHHOTO

(FG2+FG2S¥4FG2S2)

Genetic control of N-glycosylation
of human blood plasma proteins

JIOKyCa HaXOJATCS B BBICOKOM HEPABHOBECHH T10 CIIETIIICHUIO
Ha MPOTSHKEHUHU BCETo JIOKyca JUTHHOM B 8 M. II. H.

leHHasa ceTb perynauyum N-rnmkosnanposaHuna
6enkoB nnasmbl KpoBU 4YesioBeKa

B mocnenuux padorax mo u3ydeHuio N-TIHKOMa IIa3Mbl
kposu (Sharapov et al., 2019, 2020) npogeMOHCTpHPOBaHA J10-
cToBepHas accouuanys 15 mokyco ¢ 116 u3 117 mukaHHBIX
npusHakoB. CymMapHO 214 nap nokyc-npu3HaK MoKa3alu 10-
CTOBEPHYIO aCCOIHAIINIO. DTH JaHHBIC ObLTH UCIIOIb30BaHbI
B uccnenosanuu (Sharapov et al., 2019) mist peKOHCTPYKIIUH
TEHHOW CETH PEryIsiy ypoBHEH N-TJIMKaHOB OEJIKOB IJTa3Mbl
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Puc. 5. TeHHan ceTb perynayum yposHeit N-rnkaHoBs 6e/1KoB nnasmbl KPOBY.

KBagpatamm 0603HaueHbl TOKYCbl, HANAEHHbIE B HACTOALLEM UCCefoBaHNN. [ KaXA0ro NIOKyca NpriBefeHbl Ha3BaHWA NPYOPUTU3NPOBaHHbIX reHoB. OpaH-
)KEBbIM LIBETOM BbIAENIEHbI JIOKYCbI, A1 KOTOPbIX GbINV MPUOPUTA3UPOBAHbI FeHbl IMIMKO3UITPaHChepas; 3eNeHbIM — TIOKYCbl, 4151 KOTOPbIX 6bi1 MPYoPUTU3NPO-
BaHbl reHbl pakTopOoB TpaHCKpUNLmu. Kpyramm 0603HaueHbl ypoBHY N-rnvikaHoB 6enKoB nia3mbl KpOBW. BHYTpy Kpyra nprBefeHo HasBaHue riMkaHa cornacHo
OKCPOPACKON HOMeHKNaType (cm. pasgen «CTpoeHue 1 pasHoobpasue FnKaHoB»). CUHM LIBETOM OKpaLueHbl ypOBHU N-rKaHOB, CBA3AaHHBIX C FMKOMPOTEN-
HamK, CeKpeTvpyemMbIMm1 renaToLyTamm; PO30BbiM — YPOBHU N-TJIMKaHOB, CBA3aHHbIX C MKOMPOTEMHaMV (@ UMEHHO VMMYHONOGYIMHAMM), CEKPETUPYEMBIMIA
KNneTkamu IMMQOLIMTapHOro PsAa; NyprypHbIM — ypOoBHM N-FIMKAHOB, CBA3aHHBIX Kak C ITIMKOMPOTENHAMM, CEKPETAPYEMbIMM FenaToLMTamMu, Tak v € FIMKOMNpo-
TeMHaMu, CeKpeTMpyembIMU KineTkamu IMMGOLMTapHOro psfa; CepbiM — YpoBHY N-rMKaHOB, 41 KOTOPbIX Knaccudukauusa He nposeeHa. CBA3N B ceTn 060-

3HAYAIOT reHeTMYEeCKYI0 accoymaumio ¢ p-value < 2.67-1075,
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KpoBH (pHC. 5). DTa ceTh BU3yaIM3UPYET aCCOLUALIMIO MEKITY
HalJICHHBIMH JIOKyCaMH U ypPOBHSMHU N-ITINKaHOB O€JIKOB
TUIA3MBI KPOBH.

Jliist mocTpoeHHs CETH MTPOBE/IeHa KITaCCU(HKAIINS ITIMKOM-
HBIX Npu3HaKoB. [Ipu3Hakn ObuUIM KIaccHUIMPOBAHBI HA
YeThIpe IPYIIBI COMTACHO TKaHMU, CeKpeTupyronield N-Iiuko-
[IPOTEUHBI B I1a3My kpoBu. IlepBas rpymnna — npu3Haku, oT-
pakarorme ypoBHH N-TIIMKaHOB MMMYyHOTT00ymnHOB (IgA,
IgG, IgD, IgE, IgM), cexpeTnpyembIX KieTKaMH JTUM(OnH-
TapHoro psiia — B-nmumdonuramu, miazmModiactaMu U 1ias-
MoIlTamMu. Bropas rpymma — npusHaky, OTpaXaroiye ypoB-
HH1 N-ImKaHoB 0ekoB (TpaHc(eppHH, FANTOMIOONH U T. 11.),
CCKPCTUPYEMbBIX B OCHOBHOM TI€laTouTaMu — KJICTKaMH
nedeHu. TpeTbs rpymmna — NpU3HaKH, OTPAKAIOUINE YPOBHH
N-rkaHoB O€JIKOB, CEKPETUPYEMBIX Kak B-mumdorura-
MU U UX IIOTOMKaMH, TaK U I'ClIaToOUTaMHU. I‘IeTBepTaﬂ rpyn-
ma — HeKJIaccu(UITMpOBaHHbIE Npu3HaKku. Kiaccuduxanms
ObUTa TpOBe/eHA HA OCHOBE JAHHBIX MPEICTaBICHHOCTH
IJIMKOIIPOTENHOB, onyonnkoBaHHbIX B pabore (Clerc et al.,
2016), B KOTOPOH MCCIENOBATENN ONEHHUIN BKJIAJ Ka)I0TO
13 N-IIMKONpoTerHOB B N-TJIMKOM TUIA3Mbl KPOBH YEJIOBEKA.

Jlokychl U acCOLMMPOBAHHBIC IPU3HAKH B 3TOW CETH MO-
TYT OBITH BU3YaJIbHO pa3/ieJIeHbI Ha JBE YACTHIHO MEPEKPHI-
Baromuecs rnoacery. [lepas moacers 00pazoBaHa JIOKycaMu
ST3GAL4, B3GAT1, MGATS, HNF 1A, FUT3/FUT6, FUTS n
SLC9A49. Drta moaceTs acCOMUPOBaHa € YPOBHAMH N-TJTH-
KaHOB, CBSI3aHHBIX ¢ N-IIMKOMPOTEHHAMH, CEKPETHPYEMBIMH
B KPOBOTOK KJICTKaMH ICYCHU. boapmmHCTBO U3 3TUX npu-
3HAKOB OTPaXKaeT ypOBHN N-TIIMKAHOB C TPEMsI MIIU YETBIPbMS
AQHTEHHAMH, HE BCTPEYAIOIINMUCS B COCTaBE MIMMYHOIIIOOY-
TUHOB. B nanHyto ceTh BXonuT J0Kyc HNF1A — TpaHCKpHII-
UoHHOTO (pakTopa remaroruToB. Ilpu 3Tom mokyc HNF1A
MIOKa3aJI aCCOLMAIMIO ¢ TEMH XK€ ITPHU3HAKaMH, YTO U JIOKYC
FUT3/FUT6, 310 COOTBETCTBYET paHee MOKa3aHHOW POJIH
reHa HNF1A B perynsauuud ypoBHS SKCIIPECCHH (YKO3UII-
tpancdepas (Lauc et al., 2010a). [TomydenHble pe3ynbTaTsl
TMO3BOJIAIOT BBIIBUHYTH T'MIIOTE3Y O TOM, YTO 3Ta NOACETH I'e-
HOB PETYJIHPYET MPOIECCH NMNKO3MINPOBAHHS B TETIaTONH-
Tax. Posib reHOB-KaHIMIATOB, BXOSIINX B 3TY CETh, CIICTyeT
IMPOBEPATH HaA KJICTKAX MEUYCHH, HAIPUMEP Ha reraronurax,
WJIN Ha KJIETKaX, OM3KUX K HUM, HalpuMep Ha KJIETOYHOH
muaun HepG2.

Bropas moxncers obpazoBana sokycamu FUTS, FUT6/
FUT3,SLCY9A49,IKZF1, MGAT3, RUNX3, SMARCB1/DERL3/
CHCHDI10, B4GALTI, ST6GALI w IGH/TMEMI121. Otn
JIOKYChI aCCOLIMMPOBAHbI C YPOBHSMH N-ITIMKaHOB, CBSI3aH-
HBIX ¢ IMMYHOIJIOOYJIMHAMH, CEKPETUPYEMBIMH B KPOBOTOK
KJIeTKaMH JiuMdonuTapHoro psiaa. boxee Toro, B nccueno-
Bauusix [II'MA ypoBueld N-miukaHoB uMMyHOr100yinuHa G
OBLIO MTOKA3aHO, YTO JAHHBIE JIOKYCHl ACCOLIMHUPOBAHEI C
N-rmukosunuposanneM IgG (Shen et al., 2017; Klari¢ et al.,
2020). OcHoBbIBasick Ha ToM, 4To IgG siBisieTcst Hanbouee
MIPE/ICTABICHHBIM NIMKOIPOTEUHOM IUIa3Mbl KPOBH, MOXKHO
MIPE/ITONOXKHUTE: TeHbI-KaHIU/IaThl U3 TAHHOW CETH peryIu-
pyroT mporecchl N-IIHKO3WIupoBaHus B B-muMormrax u
UX MOTOMKaX. POJIb FeHOB-KaHUIaTOB, BXOAAIINX B IAaHHYIO
CeTh, CKOpee BCETO, CIIeyeT IIPOBEPSITH HA MaTepHae KIETOK,
CEKPETUPYIOIINX aHTHUTENA, WU KIICTOK, OJTM3KUX K HUM.

B pab6ore (Klari¢ et al., 2020) ycTaHoBiI€Ha pOib TPaHC-
KpunuuoHnHoro ¢akropa /KZF] B peryinsnuu 3KCIPecCHH
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rena FUTS B numdon ot muauu GM12878. Hoknayu IKZF |
MPUBOAMII K TTOBBIIICHNIO YPOBHS (PyKO3MIMPOBAHHBIX O€l-
KOB, YTO JI0OKa3bIBaeT poib Gpakropa TpaHnckpunimu /KZF1 B
perynsiiun (yKO3MINPOBaHUs OCIKOB B PE3yNbTaTe in vitro
9KCTIEPUMEHTA.

B o0meit co)XHOCTH C TOMOIIBIO METO/1a TIOJTHOT€HOMHO-
TO HCCIICZIOBAHMA acCOIMaIUil ObLIM HaleHbl 16 JTOKyCOB,
acconuanys 15 13 KOTOPBIX MOATBEPXK/ICHA HAa HE3aBUCHMBIX
BbIOOpKax. /Iy 9TUX J0KycoB ObWIO mpoBeneHo in silico
HccleioBaHNe U mpeanioxkeHo 20 reHoB-KaHIuAaToB. B pe-
3yABTATe N Vifro SKCTIEPUMEHTOB JTOKAa3aHBI POJb (hakTopa
TpaHckpunuuu /KZF1 B perynsiun (yKo3UITUPOBaHUS Oer-
KOB U poib reHa HNFIA B perynsiuu ypoBHs IKCIIPECCUU
(dhyxozunTpancdepas. Ponp TpaHCKpHUIIIHOHHOTO (haKkTopa
RUNX3 B peryasiuun N-IIHUKO3WINPOBAHUS TOATBEPKICHA B
pe3ynbTaTe TApreTHOTO peJakTUPOBAaHUS TeHOMa (C UCHOMb-
3oBanneM cructeMbl CRISPR-dCas9) B KI€TOUHBIX JTHMHHSIX
VPR-dCas9 u KRAB-dCas9 HEK-293F, cexperupyrommx
IgG B cpeny. CpaBuenue npoduiist N-miukozunuposanus 1gG
C KOHTPOJBHOI HEMOAM(DHUIIMPOBAHHON KICTOYHON JTHHHEH
MPOAEMOHCTPUPOBAJIO, YTO YBEIUUYEHHE DKCIIPECCUU TeHa
RUNX3 npuBOAWUT K 3HAYUTEIHHOMY YMEHBIICHHIO Tajak-
TO3WIMPOBAHHBIX CTPYKTYP C MOCIEAYIOIINM YBEIUUCHUEM
araJakTO3WIMPOBAaHHBIX cTpyKTyp (Mijakovac et al., 2022).

3aknioyeHune

Pe3ynbraThl MOJHOTEHOMHBIX UCCIEIOBAaHMM acconuanuu
ypoBHeil N-ITuKkaHOB OCJIKOB IUIa3Mbl KPOBH JTOKA3bIBAIOT
(baxT 0 ToM, 4T0 N-IIMKO3WINPOBaHNE OSITKOB MIIa3Mbl KPOBH
YEJI0BEKA — 3TO CJIOXKHBII IMPoIecc, KOTOPBI HAXOAUTCS IO
KOHTPOJIEM I'€HOB, IPpUHAJJIC)KAIUX Pa3HbIM 6I/IOJ'IOFI/I‘-IeCKI/IM
IyTSAM H DKCIIPECCUPYIOLIUXCA B PA3HBIX TKaHAX. | eHbI-KaH-
JIMJIAThI, TIPE/UIOKEHHBIE B PE3yNbTaTe MOJIHOMACIITaOHOTO
in silico nccnenosanus (Sharapov et al., 2019) nonTepx-
JICHHBIX JIOKYCOB, TI03BOJIIOT BBIABUHYTh (DYHKIIMOHATbHBIE
TUNOTE3bl O MEXaHU3Max BIMSHUS HalJIEHHBIX JIOKYCOB Ha
N-IIIMKO3UIMPOBaHKE OEJKOB ITa3Mbl KPOBU. DTH THIIOTE3bI
OymyT BOCTpeOOBaHbI IIPH MIIAHUPOBAHUHT MOJIEKYIISIPHO-TEHE-
TUYECKUX N Vitro M in vivo UCCIIE0OBaHUH INIMKOMA U U3y4de-
HUS POJIA TIIMKOMA B TAaTOT'C€HE3€C COLIMAIBHO U SKOHOMUYECCKH
Ba)KHBIX 3a00JIeBaHUil uenoBeka. Pe3ynbraTsl MPOBEICHHBIX
SKCHEPUMEHTOB i7 Vitro MOIKPEIISAIOT HAyYHYIO COCTOSITENb-
HOCTb q)yHKL[I/IOHaHI)HI)IX TUIIOTEC3 O I'CHaX-KaHauJaarax, BbI-
JIBUHYTBIX ¢ momouibto metozna [TTTMA.

Cy1ecTByeT HECKOIbKO HalpaBJIEHUH pa3BUTUS MOITYJIs-
IIMOHHO INIMKOTeHOMUKH YeroBeka. bynyT mpoBeneHs! 6omnee
Molusblie IITTMA ypoBHel N-IMIMKaHOB ¢ IPUMEHEHUEM BbI-
60poxk OosbIrero pasmepa. CTaHyT TOCTYIHBI HOBBIE JaHHBIE
(DYHKIIMOHAIBHON T€HOMHMKH, IPUMEHUMBIE JIUISI U3yUCHHS
npoueccoB N-ITIMKO3WIMPOBAHUS, COBMECTHBIN aHAIN3 KOTO-
poIx ¢ pesynsraramu [1T'MA mo3BosuT onpenenuTs Gosblree
YHCJIO JIOKYCOB U IIOTCHIUAJIBHBIX PEryIsSTOPOB N-IIIMKO3HU-
nupoBaHus. B Hactosiiee Bpemst npumenenue meroga IIMMA
JUISL U3Y4EeHHs PETyISUH MIUKO3UINPOBAHHUS OIPAaHHUYEHO
aHanm3oM odriero N-rimkoma ria3mel kpou, N-riiukoma [gG
u TpaHcheppuHa. Pa3BuTHE TEXHOIOTHH TPOPIITHPOBAHUS
N-mmmkoma pacumpuT Habop OEJIKOB, sl KOTOPBIX OyayT
N3Yy4YCHBI MHANBUYaJIbHBIC HpO(pI/IJ'II/I N-FJ'II/IKO3I/IJ'II/Ip0BaHI/Iﬂ.
C apyroii CTOPOHBI, CKOPEE BCETO, MOSBSITCS BBICOKOIPOU3BO-
JUTEJIbHBIE TEXHOJIOTUU npodumposanust N-rimmkoma apy-
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T'UX TKaHel 4enoBeka. Bece 310 mo3BonuT cocraButs Oolee
MOJTHYIO KapTHHY Peryisiiuy N-ITTMKO3MINPOBAHUS OEIKOB
YEJI0BEKA, UYTO, B CBOIO 0YEPE/Ib, JACT BOSMOXKHOCTh YCTAHO-
BUTh POJIb TIIMKO3UJIMPOBAHUS B MATOT€HE3e ITTMKOM-acCo-
IIMMPOBAHHBIX 3a00J€BaHUI U YCKOPUTH MPOIECCHI pa3pa-
OOTKM METO/I0B MPOTHO3UPOBAHMS, TPOPHUIAKTHKH, THATrHO-
CTHMKH M JICYCHHS JIaHHBIX 3a00JIeBaHUH.
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BumoBas nageHTudUKaIs MayTUHHBIX KiIellei
(Tetranychidae: Tetranychinae): 0630p MeTO0B
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! DepepanbHbIit ccneaoBaTeNbCKMI LEHTP VIHCTUTYT LMTONOTM 1 reHeTuKu CUBMPCKOro oTaeneHna Poccuiickoil akaaemin Hayk, HoBocn6upck, Poccusa
2 CrbrpcKknii depepanbHbIii HayUYHbIN LEHTP arpobrnoTtexHonorunii Poccuiickon akagemmm Hayk, p. n. KpacHoo6ck, HoBocrnburpckas obnactb, Poccus
® skolotnevaES@bionet.nsc.ru

AnHoTauuma. MNMayTrHHble kKneww (Acari: Tetranychidae) aBnAtoTcA onacHbIMU BpeanTensaMm CenbCKOX03ANCTBEHHbIX
N OeKOpaTMBHbIX KyNbTyp; Hanbonee SKOHOMMYECKM 3HauMMble U3 HUX OTHOCATCA K popam Tetranychus, Eutetra-
nychus, Oligonychus n Panonychus. PacluvpeHune apeasnoB pacnpocTpaHeHWs, ycuneHne BpeJOHOCHOCTY 1 cTaTyca no
CTerneHu onacHOCTN OTAENbHbIX BUAOB TETPAHUXWL, MHBA3MA OMACHbIX BpeauTeneli B HOBble PervoHbl NpeacTaBnsaoT
cepbesHyto yrpo3y ans GUTOCaHUTAPHOTO COCTOAHMS arpo- 1 6oLeHO30B. Pa3inuHble NoaXoAabl K BUAOBOW AnarHo-
CTUKe akapodayHbl onpefenaT 4OCTAaTOYHO Pa3HOO6PA3HbIM CNEKTP CYLLECTBYIOLWUX B HACTOALLEE BPeMA METOAOB,
obuwasn nHoopmMauma No KOTopbIM NprBeeHa B JaHHOM o063ope. VgeHTudrKaums nayTMHHbIX Knewiei no mopgo-
NOFMYECKMM MpPU3HaKaM, CUMTAIOLLAACA OCHOBHbIM METOLOM, OC/IOKHEHA BCNeACTB/E TPYAOEMKOCTY MOLrOTOBKY
6uomaTtepuana Ans AUarHOCTUKM U OrPaHMYEHHOTO YMCia AUAarHOCTUYECKNX MPU3HAKOB. B CBA3M € 3TUM BaXHoe
3HaueHvie NprobpeTalnT BUOXMMMYECKME 1 MONEKYIAPHO-TEHETMYECKME METOAbI, Takue KaK affio3VIMHbI/ aHanms,
[HK-WTprxKoanpoBaHue, NONMMOPGU3M AnHbI PeCcTprKLMOHHOro ¢parmenTa (MLUP-NAPD), nogbop BugocnewLu-
dunyHbIX Nparimepos, MNLUP B peanbHOM BpemMeHU 1 13oTepmuyeckan amnandukaumsa. B o63ope npuctanbHoe BHU-
MaHue yaeneHo ycrnexam nNprYMeHeHWsA 3TUX MEeTOOB AN BULOBON ANCKPUMUHALMN Kneleln nogcemenctaa Tetra-
nychinae. Ins HeKOTOPbIX BUAOB, HanprmMep 06bIKHOBEHHOIO NayTMHHOro Knewwa (Tetranychus urticae), pa3paboTtaH
CNeKTp MeTo0B MAEHTUOUKALUN — OT anfo3MMHOIO aHanm3a Ao NeTeBon n3otepmudyeckon amnandurkaumm (LAMP),
Torga Kak Ans MHOrMX Apyrux BULOB AOCTYMHO ropasfo MeHbluee pa3Hoobpasme nogxoaos. Hanbonbluen TouHOCTH
B OMpeAeNIEHNN NaYTUHHBIX KMeLlel MOXHO [oOWTbCA, UCMONb3ys KOMOVHaLMIO HECKOMNbKNX METOAOB, Hanpumep
0CMOTP MOPHONOrMYecKX NPU3HAKOB 1 OJUH M3 MONeKyNnApHbIX noaxonos (AHK-wrpuxkoanposaHue, MLUP-MAPO
1 ap.). 0630p MOXeT OblTb MONEe3eH CneynanncTam, HaxXoaaAWUMCS B Noncke 3GGeKTMBHOWM CMCTEMBI 4s BULOBOW
OVNCKPUMMHALMM NAyTUHHBIX KNELWen, a TakKe Npu pa3paboTKe HOBbIX TECT-CUCTEM, aKTyalbHbIX A1A KOHKPETHbIX
KynbTyp pacTeHUI UKW onpefeneHHoro permoxa.

KnioueBble cfioBa: NayTUHHbIE KNeLWW; MoneKynapHaa ngeHtudrkauua; anno3umHblin aHanus; MALDI-TOF MS; OHK-
wrpuxkoauposanue; NUP-MAPO; ITS; COI.
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Abstract. Spider mites (Acari: Tetranychidae) are dangerous pests of agricultural and ornamental crops, the most
economically significant of them belonging to the genera Tetranychus, Eutetranychus, Oligonychus and Panonychus.
The expansion of the distribution areas, the increased harmfulness and dangerous status of certain species in the
family Tetranychidae and their invasion of new regions pose a serious threat to the phytosanitary status of agro- and
biocenoses. Various approaches to acarofauna species diagnosis determine a rather diverse range of currently exist-
ing methods generally described in this review. Identification of spider mites by morphological traits, which is cur-
rently considered the main method, is complicated due to the complexity of preparing biomaterials for diagnosis and
a limited number of diagnostic signs. In this regard, biochemical and molecular genetic methods such as allozyme
analysis, DNA barcoding, restriction fragment length polymorphism (PCR-RFLP), selection of species-specific primers
and real-time PCR are becoming important. In the review, close attention is paid to the successful use of these me-
thods for species discrimination in the mites of the subfamily Tetranychinae. For some species, e.g., the two-spotted
spider mite (Tetranychus urticae), a range of identification methods has been developed - from allozyme analysis to
loop isothermal amplification (LAMP), while for many other species a much smaller variety of approaches is available.
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BrpgoBas ngeHTdUKaLms nayTUHHBIX Knewein
(Tetranychidae: Tetranychinae): 0630p meTofoB

The greatest accuracy in the identification of spider mites can be achieved using a combination of several methods,
e.g., examination of morphological features and one of the molecular approaches (DNA barcoding, PCR-RFLP, etc.).
This review may be useful to specialists who are in search of an effective system for spider mite species identification
as well as when developing new test systems relevant to specific plant crops or a specific region.

Key words: spider mites; species identification; allozyme analysis; MALDI-TOF MS; DNA barcoding; PCR-RFLP; ITS; COI.
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BBepeHune

PacTuTenbHOSIHBIC KM HAHOCAT 3HAYNTEIBHBINA yIiepo
CEJILCKOXO3SICTBEHHBIM U JICKOPATHBHBIM KyJIbTYypaM. Bpe-
JIOHOCHOCTb Kiteliei-(huTodaroB NposiBisieTcss B CHUKEHUU
YPOXKaHHOCTH M YXYIIICHHH KadecTBa PacTCHUEBOMYECKON
MPOIYKINH, TPUBOIUT K CHUKEHHUIO 3aCyXOYCTOHUHMBOCTH
U 3UMOCTOHKOCTH KyJIBTYp, @ TaKKe K IOTepe NeKOpaThB-
HBIX CBOWCTB BEIpammBaeMbIX pactenuit (Devi et al., 2019;
Chaires-Grijalva et al., 2021; Obasa et al., 2022; Ulyanova
et al., 2022). M3MeHeHHe OrOAHO-KJIMMAaTHUECKUX YCIOBUI
MPaKTHYECKH BO BCEX PErHoHax MUpa, B ToM uucie B Poc-
cuiickoit @eneparyn, crrocoOCTBYeT OoIee IMUPOKOMY pac-
MIPOCTPAHEHUIO U MAacCOBOMY Pa3MHOXEHHUIO BpEIHTENEH,
TpaHcOopMalny UX reorpapuIecKuX apeaioB, U3MEHEHUIO
JMHAMHKH TOMYJsInit GuTodaroB n TpohUUECKHUX CBA3EH C
pactenueM-xo3auHoM (Myconun, Caynud, 2012; 3eiinanos,
2017; KomkwuH u ap., 2021), 4To B TONHOM Mepe OTHOCHUTCS
U K pacTUTENBHOSAHON akapodayHe (BomkoBa, MaTBeiku-
Ha, 2016; 3eitranos, Open, 2021). Pacimpenre apeaxoB o0u-
TaHMs, yCHJIICHHE BPEOHOCHOCTH, MOSIBIICHNE PE3UCTEHTHBIX
K aKapuIuaM NOMyJISIIHUH HaOJIOAal0TCsl B IOCIIEJHEE Bpe-
Ms y nayTuHHBIX Kiemied (Acari: Tetranychidae) (basbiku-
Ha u jap., 2017; 3eiinanos, Open, 2021) — onHOI| U3 OCHOB-
HBIX IPyHI Kietel-purodaros. PurocaHUTApHASI CUTYALHS
OCIIOKHSIETCSI U3-3a BBICOKOTO PHCKa MHTPOIYKIMH KapaH-
THUHHBIX BUJIOB C PACTUTEIILHBIM MaTeprajioM, BBE3CHHBIM B
paMKax MEXIyHapOHON TOPTOBIIH IS [IeJIeH BBIpAIUBAHMS,
Pa3MHOMKEHUS U peaju3aluy LIBETOYHOM U JPYroil IPOAyK-
IIUH pacTUTENbHOTO Tporcxokaenus (Pak, Jlutsunosa, 2010;
ITetpos u 1p., 2016; Kamaes, 2018; Kamaes, MupoHoBa, 2018;
Vésquez, Colmenarez, 2020).

CewmeiictBo Tetranychidae nonpasaensiercst Ha aBa 1ojce-
MmelicTBa — Bryobiinae u Tetranychinae — 1 BkirtogaeT He MeHee
71 pona u 6onee 1250 onucanubix BUioB, 100 13 KOTOPBIX
CUHTAIOTCS ONacHbIMU Bpemuteasimu (Migeon et al., 2010).
Haubornee pacripocTpaneHHbIE BUIBI CEMEHCTBA TETPAHNXO-
BhIX Kuremieii (Tetranychidae) otHocsTcs k pomam Tetranychus,
Eutetranychus, Oligonychus w Panonychus (Ben-David et al.,
2007). B wactHOCTH, 0CO00 3HAYMMBIMHU TI0 BPEIOHOCHOCTH
BUJIAMU SIBJISIFOTCS OOBIKHOBEHHBIH Ay THHHBIA Tetranychus
urticae Koch. u eBponeiicKuil KpacHbIl TIOAOBBINA Pano-
nychus ulmi Koch. knemu (Ben-David et al., 2007). Tetra-
nychus urticae pacpoCTpaHEeH OBCEMECTHO U TOBPEKIAACT
IIAPOKUH KPYT CEIbCKOXO3SHCTBEHHBIX KYJBTYpP, @ TaKXKe
JICKOpaTUBHBIE IPEBECHBIC U TPABSIHUCTHIC PACTECHHS U3 Pa3-
HBIX OOTaHWuecKux cemeiicTs. [Ipu aTOoM apeasbl oOuTaHus
OOBIKHOBEHHOTO Ay THHHOTO KJICIA U JPYTHX IPECTaBUTe-
JIeH 9TOTO ceMeiicTBa B arpo- M OMOIEHO3aX OTKPBITOTO TPYH-
Ta MOCTETIEHHO PACIIUPSIOTCS M OXBAaTHIBAIOT BCE OONbIINE

teppuropuu Poccun (Kamaes, Kapmyn, 2020; Ulyanova et
al., 2022). YcunuBaercs BpeAOHOCHOCTH MAayTHHHBIX KJIe-
IIeH, MOBPEXIAIOIINX XBOWHBIC pacTeHHUs. Tak, B yCIOBHAX
fora 3amagaoii CHOMpH MprUoOper MpakTHYECKoe 3HAYCHUE
eoBbId nayTuHHbIA Kiew Oligonychus ununguis Jacobi,
MOBPEX QIO OOBIKHOBEHHYIO U CHOMPCKYIO €JIH, ITUXTY
CHOMPCKYI0, HCIIONIb3yeMBIE IS O3€IeHeHNS YPOaHN3UPOBaH-
uex Tepputopuii (Ulyanova et al., 2022). Bo3pacraet puck
3aB03a C MMIOPTHBIM IOCAI0YHBIM MaTEPUaIOM HMEIOLINX
CTaTyc KapaHTHHHBIX Bpeanteneid. Hanpumep, B KpacHonap-
CKOM Kpae 0OHapy>KeH MHBa3HMOHHBIN JIJIsl JAHHOTO PEeruoHa
Bug Oligonychus hondoensis Ehara (Kamaes, Kapriyn, 2020).

[TpaBuibHas uAEHTU(GUKALUS BUIOB Ay THHHBIX KIIEIeH
MMEeT BayKHOE HayJHOE U IPAKTHIECKOE 3HAYCHHE AJIsI Hccle-
JIOBaHMS TMHAMUKH TIOMYJISIINI, CBOEBPEMEHHOTO KOHTPOJIIS
MX YUCIICHHOCTH B arpo- u OMOLeH03aX, a TaKxkKe JJIsl ycTpa-
HEHUSI MEXKIAYHAPOJIHBIX TOPTOBBIX 0APHEPOB B OTHOLICHUH
kapantuHa pactenuit (Li et al., 2015). B Hacrosiiiee BpeMst
JUTA TUarHOCTHKY IpeNicTaBuTenei cemeticTa Tetranychidae
HCIIONB3YETCS HECKOJIBKO METOJIOB, BKJIFOUAsl HCHTU(HUKALIHIO
110 MOP(OJIIOTHYECKUM XapaKTEPUCTUKAM B3POCIIBIX 0CO0EH,
OnoxuMuueckue (Ha OCHOBE OEJIKOB) M MOJICKYJISIpHBIC (Ha
ocuose JIHK) meronsl. Llenb crarbu — 0030p COBPEMEHHBIX
METOJIOB ¥ TOJIXOJIOB, IPUMEHSIEMBIX JUIS WACHTU(DUKALIUH
HanboJee pacpoCTPaHEHHbIX BHI0B TETPAHUXOBBIX KIICIIEH
(Tetranychidae: Tetranychinae).

Mopdonornueckmne mertogbi

B HacTosiiee BpeMsi MACHTHU(QHUKALNS PACTUTEIBHOSIHBIX
KJICLEeH MPOBOAMUTCS MPEUMYIECTBEHHO TPaJHUIUOHHBIMH
METOZaMH, OCHOBAHHBIMH Ha BU3yaJIbHOM OCMOTpE MOpdo-
JIOTUYECKUX MPU3HAKOB. OCHOBBI MOP(OIOTHIECKOTO METO/IA
IIPU OIIPE/ICNICHNH aKapodayHbl MayTHHHBIX KIemeld ObuTh
3anoxensl B ObiBmieM CCCP BuanbiMu yuensiMu B.J. Mu-
tpodanoBbiM, 1.3, Jlusui, 3.11. CTpyHKOBOW, BHECIIMMHU
OTPOMHBIH BKJIaJI B CO3JJAHKE LIEJIOTO HAITPABICHUS HAYYHBIX
WCCIIEIOBAaHNH 10 BUOBOH IWArHOCTHKE TeTpaHuxua (Mu-
TpoaHoB U Ap., 1987). JlanpHeiimiee pa3BUTHE TOT0 METOIA
HAIIUIO CBOE IPOJIOJDKEHNE B HAYYHO-MCCIIECIOBATEILCKUX 1
npukitagaeix padorax C.4. [omosa ¢ xomteramu (Ilomos,
2013), A.K. Axarosa (2016) u ap., He MOTEPABIINX CBOEH
aKTYaJbHOCTH J0 CHX TIOP.

OmnpeneneHne TeTPaHUXOBBIX KIICIISH 10 pojia ¥ BUIa OOBId-
HO OCYIIECTBIISIETCS IO )OPME U pasMepy TeHUTAINH CaMIIOB
(Morphological Identification..., 2014). Mukpockonudeckne
pasMepbl Kielell, He3HaYUTEeNIbHbIC PA3INIHs JHATHOCTH-
YECKHX NMPU3HAKOB Y BHJIOB, OTHOCSIIUXCS K OJHOMY POLY,
TPY/ZI0OEMKOCTb B TIOJITOTOBKE OroMaTepHaa Jijis aHajin3a 3Ha-
YUTEJIFHO OCIIOXKHAIOT HaeHTHpuKamio kiemer (Konorés
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u 1p., 2017). HenoctaTtkoMm MeTona SBJISIETCS TaK)Ke HEBO3-
MOKHOCTB OIPE/IEIIEHHS BUA 110 IPYTHM CTaIUsIM Pa3BUTHUS
KJemiel (siina, TMIMHKY, HUM(BI), TaK KaK IUAarHOCTHIECKUE
OTJIMUHUSI UMEIOTCS TOJIBKO Y B3pOCIbIX ocobeil. Kpome Toro,
JUIS. HEKOTOPBIX OJNM3KOPOJACTBEHHBIX BUAOB Mopdomorude-
CKast HACHTU(HUKAIMS IPAKTHIECKH HEBO3MO)KHA; HAIIpUMep,
pon Amphitetranychus BKIIFOYaeT TPU BUIA, U TOIBKO OJIMH U3
HUX, A. viennensis, MOXXHO PacIio3HaTh 0 (opMe drearyca,
Toraa Kak A. quercivorus n A. savenkoae TpynaHO pa3neInTh
1o atomy npusHaky (Arabuli et al., 2019).

MuxkponpenapaTsl KJI€IIeil FOTOBAT ¢ UCIOJb30BaHUEM
MoauduurupoBaHHEIX cpex Popa—bepriese, U3 KOTOPHIX ca-
Masl PacrpoCTpaHeHHast sl GUKCAMH PAaCTUTEIbHOSIHBIX
kiemieii — cpena Xotiepa (Walter, Krantz, 2009). B ee cocras
BXoAuT 50 MJI IUCTUIIUPOBAHHON BOABI, 30 MI ryMMu-
apabuka, 200 v xsopanruapara, 20 mu munepuna. Kie-
el MOMEINAIOT B KaIljIlo CPe/ibl Ha MPEAMETHOE CTEKIIO U
HaKpbIBAIOT MOKPOBHBIM CTEKJIOM. [Ipemapar mporpeBatoT
npu temneparypax 40—-60 °C, mpu 3TOM BpeMsi SKCIIO3UIIUN
BapeupyeT oT 24 1 0 5—10 nHel 1160 cocrasiusier 3 4 npu
70-85 °C (Kamaes, 2019), uTo crtocoOCTByeT MPOCBETIECHHUIO
U PacHpsIMIICHUIO 00BEKTa, ITOCIIE YEr0 MOXKHO MPUCTYIIUTh
K ero uaeHTudukaun. [Ipy HEOOXOMUMOCTH TUTEIBHOTO
XpaHEHUs] MUKPOIIPENapaToB PeKOMEHAYeTCsl AalbHENIIee
WX MPOCYIINBAaHUE B TepMOcTarTe mpu Temmeparype 40—45 °C
B TedeHue 5—7 cytok. [Tocne 3Toii mpoueaypsl kKpast HOKpOB-
HBIX CTEKOJI 3aJIMBatOT JakoM. [loaroroBienHsle Takum oOpa-
30M MUKPOIIPENnapaTsl MOI'yT XpaHUTHCS OECKOHEUHO J0JITO.
W nentndukanuro Kiemei mpoBoIsT MPH MPOXOASIIEM CBETE
¢ ToMoUIbI0 (ha30BO-KOHTPACTHOTO MUKPOCKOTIA TIPH yBENHU-
yenuu 10-1000 pas.

B nemom mopdonorndecknii Meton TpeOyeT 3HAUUTENb-
HBIX BPEMEHHBIX 3aTpar, BEICOKOW KBaJM(DUKAIIMU U ONBITA
CHEeLHUACTOB. B HEKOTOPBIX Clly4asx UICHTU(DHUKAIMS KIle-
11ei 1o MoOpQoIIOrHYeCKUM MPU3HAKAM JIOTIOJIHSIETCS IKOJIO-
THYECKMMH U TIOBEACHUYECKUMH PEAKLUSIMU BUJA, a TAKXKe
nH(popMaIuen o pacTeHUIO-X031HY, Ha KOTOPOM ObIT Hal-
JICH BHJI, 9TO o0ierdaeT omnpeneicHue uaa (Axaros, 2016).
HexoTopble 0cOOEHHOCTH KM3HEHHOTO LMKJIA, TAKHE Kak
Jwanaysupyromas ¢asa, Mecra 3MMOBKH, BBIXOJ] M3 J(Hariay-
3B, KOHIICHTPALIKS Ha OMPECICHHBIX OpraHaxX pacTeHUH-X0-
35s1€B, CHIEU(HUKa CHMIITOMOB MOBPEXICHNH, MOTYT CHITPaTh
B)XHYIO POJIb B IMArHOCTHKE BHUJA.

CKpelwuBaHue BULOB

['eHeTnyeckasi HECOBMECTUMOCTb MPH CKPEIIMBAaHUU OJIn3-
KOPOJICTBEHHBIX BH/IOB TETPAHMWXOBBIX KIICIIEH CUMTAETCS
OJHUM W3 JIy4IIUX KPUTEPHUEB [UISI UX JAUCKPUMHUHAIUH.
PenpoykTuBHBIE Oapbepbl MOTYT OBITH 00YCIIOBIECHBI JINOO
MOP(]OIOrHYECKUMHU 0COOCHHOCTSIMHU (BETMYMHON OOPOIKH
sriearyca, MpeBbIIAIOIICH pa3Mephl AMUTHHBI CAMKH), JINOO
rHOEJIBIO 3UTOT, YTO OTPAKAETCS Ha IKU3HECTIOCOOHOCTH SIUL]
WU TIPOSIBIISIETCSI B PA3JIMYHOM COOTHOIIEHHWH TI0JIOB B TO-
ToMcTBe. Tak, 3KCIIEPUMEHTHI OTEUECTBEHHBIX HCCIIE0BATE-
JIe IO CKPELMBaHUIO MY BUAAaMU Tetranychus atlanticus,
T urticae n T. sawzdargi ToKa3ay UX MOJHYIO TeHETHYECKYIO
n3onsauio (ITormos, 2013). PenpoaykTuBHas M30141US ABYX
MOPQOTOTUYECKHN OMU3KUX BUIOB Amphitetranychus spp.,
MPOSIBUBILIASICS B OTCYTCTBUM )KEHCKOTO ITOTOMCTBA, ObLIa MO/~

242

Species identification of spider mites
(Tetranychidae: Tetranychinae): a review of methods

TBEpIKJICHA IIPU PEIIMIIPOKHOM CKpeIIMBaHuu A. savenkoae n
A. quercivorus (Arabuli et al., 2019).

Couetanne MOP(HOIOTHYECKOTO METOIAa AUATHOCTUKY TIay-
THUHHBIX KJICIIEH C pe3yabTaTaM1 CKPEIIMBAHUN ON3KNX WITH
OTHAJICHHBIX BUJIOB, 10 MHEHUIO psifa yuaeHbIX ([Tomos, 2013;
Arabuli et al., 2019), siBisieTcst Ha/Ie)KHBIM KPUTEPUEM IS
naeHTuuKanuu BuIoB. OJHAKO CTOMT OTMETUTb, YTO U3Y-
YEHUE TeHETHUECKOW COBMECTHMOCTH MYTEM CKpPEIUBAHUS
BHUJIOB IPIMEHUMO TOJIBKO B HAYYIHBIX 1IeJX. [l mpakTude-
CKOH ZIeATENTbHOCTH 3TOT METOJ] HETIPHEMJIEM.

buoxumnyeckne metogbl

OZIHI/IM nu3 6I/IOXI/IMI/I'-IQCKI/IX METOJO0B I/UICHTI/Iq)I/IKaHI/II/I BUI0OB
Nay TUHHBIX KIIEIEH SBISETCS a/JI03MMHBII aHam3. B ocHo-
BE€ METO/Ia JIEXKHT EKTpodopes Oesika, KOTOPHI TTO3BOISET
3G GEKTUBHO BBIBIATH NMoIMMOphu3M 3H3UMOB (Navajas,
Fenton, 2000). Jlns BeIMOJHEHUS aJNIO3MMHOIO aHalIM3a
OT/ICJIbHYI0 0COOb FOMOTCHHM3UPYIOT, BBIJCISIOT OCIKOBBIH
9KCTPAKT M MOJIBEPraroT ero 31ekrpodopesy. [lox neiictuem
SNEKTPUUYECKOTO TOJISI OCNKH Pa3/eNsioTCs B COOTBETCTBUHU
C pa3MepoM M CyMMapHBIM JIEKTPUUECKUM 3apsigoM. [Tocme
aneKkTpodopesa rejib THCTOXUMHUYECKH OKPAITHBAIOT IS
BBISIBJICHUS OIIpe/ielIeHHbIX (hepMenTOB. [1o ynciy u pacno-
JIO)KEHHIO OKPAIICHHBIX ()PaKLUi B Teie MOXKHO CYAUTh 00
aJJIeTISIX, KOMUPYIOHINX TaHHBINA (pepMEeHT y KXo OT/ieIb-
Hoit ocobn (Kymmyruna, Epmorun, 2017). J{nst koppekTHOH
nIeHTU(HUKAIMH Ba)KHO BBIONPATH TY (PEPMEHTHYIO CHCTEMY,
B KOTOPOH He Oy/ieT N3MEHYNBOCTH B TTOJIOCOBBIX NMATTEPHAX
BHYTpH Bujaa (noauMopdHbIe ajuieian) U oOMX MOJ0C y
pas3ubix BunoB (Gotoh et al., 2007).

AJIJIO3UMHBIN aHaJIM3 ITUPOKO MCIIOJIB30BANICS ISl HJICH-
tudukammn HacekoMbix (Turak, Hales, 1994) n mxcomoBpIx
kiemeit (Lampo et al., 1997). meeTcs ombIT npuMEHEHHUS
JTAaHHOTO METO/Ia 1 ISt HACHTH(UKAIIUY ITay THHHBIX KJICTEH,
IIPU 3TOM YacTO UCIOJB3YIOT TaKkhe (PepMEHTHI, KaK dcTepa-
3y, ocdormrokozomepasy u Manarneruaporerasy (Enohara,
Amano, 1996; Goka, Takafuji, 1998; Gotoh et al., 2004, 2007,
Arabuli et al., 2019). BriepBsie mpu OMOITH aJTO3AMHOTO
aHaJM3a scTepas ObIIM MACHTU(UIINPOBAHbI 1Ay THHHBIE KIIe-
mm Panonychus citrin P. mori (Osakabe, 1987). [To3xe 6b110
MOKa3aHO, YTO 3THM K€ METOJOM MOXKHO OIPEEISITh eIle
TpH BUa Kieniek pona Panonychus, ooutaronux B SInoHun
(Gotoh, 1992) (cm. Tabmuity). T. Gotoh ¢ xomneramu (Gotoh
etal., 2007), ncronp3ys 3MMOTpaMMBI 3CTEPa3bl, CMOTIIN Pa3-
JMYUTH CAMOK YEThIpeX BUJIOB pofia Tetranychiis, a Ha OCHOBE
aHanm3a n3odepMeHToB pochonmokomyTassl — Bee 13 srmon-
CKUX BUJIOB pona Tetranychus (cM. Tabnuiy). AJUI03UMHBIH
aHaJIM3 Ha OCHOBE 3CTepa3 UCIOIb30BAIM TaKKe JUIS BHIO-
BOU JIMAarHOCTUKH TIpeNICTaBUTENeH poxa Amphitetranychus
(Arabuli et al., 2019). [Tomy4ueHHBIE 3UMOTPaMMBI 3CTepa3
ObUTH BUIOCTICIN(UYHBIME 1 TIO3BOJIUTH C YBEPEHHOCTHIO
Pa3IUUUTh BCE TP BHAA (CM. TAaOIHUILy).

Takum 00pa3oM, aJNI03UMHBIN aHAIH3 SIBIISETCS IPPEKTHB-
HbIM UHCTPYMCHTOM JJIsA I/IJIeHTI/I(i)I/IKaLH/II/I BUOB IMay TUHHBIX
KJIene u o0nagaeT 3HAYUTENbHO OOJBIIeH pa3peraronieit
CIIOCOOHOCTBIO, YeM Pa3HOOOpas3me 1Mo MOPQOIOTHIECKUM
npuzHakaM. OHAKO OH HE OIIEHMBACT BCE BO3MOXKHBIC Ba-
PHAHTBI aJUTeIIeH, TPUCYTCTBYIOIINE B HOMYJIAIAX (AJITYXOB,
2003).
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Jpyroii 6MOXMMHUYECKUI METO, PEATI0KEHHBIHN 115l HACH-
TU(UKAINY Ay THHHBIX KIIEIEH, — BpeMsANpoJieTHasi Macc-
CIEKTPOMETPHS ¢ MATPHYHO-AKTHBHPOBAHHOI J1a3epHO
necopouueii/monu3anmeit (matrix-assisted laser desorption/
ionization time-of-flight mass spectrometry, MALDI-TOF
MS) (Kajiwara et al., 2016). MALDI-TOF MS xopomro 3a-
pexoMeH0Ball ce0st AuIsl HACHTH(UKALMY BUIOB MUKPOOP-
raam3MoB (Singhal et al., 2015). B mocnename rogs! 3TOT Me-
TOZ OBUT HCHOIB30BAH TAKXKE MO OTHOLICHHUIO K BPEIUTEISIM
pacTeHuil 1 HACEKOMBIM, HAIlPUMEpP HEMaToJaM, IUIOJJOBBIM
myxam Drosophila, xomapam u np. (Ahmad et al., 2012).

Unentndukanms BumoB npu momomn MALDI-TOF MS-
TUITMPOBAHUS JOCTUTACTCS ITyTEM COMOCTABIICHNUS CIIEKTPOB
HCCIIeyeMbIX 00pa3IoB ¢ 00pa3liaMi CIEeKTPaIbHON 0a3bl
JTaHHBIX, CO3JaHHOM Ha OCHOBE paHee NJICHTH()UIINPOBAHHBIX
opranusMoB. [IpenocrapnsemMble TPOU3BOAUTEISIMU PHOO-
poB 0a3bl JaHHBIX HA JAaHHBI MOMEHT HE COAepKaT pede-
PEHCHBIX CIIEKTPOB /ISl BpEANUTENCH 1 Mapa3suToB PACTEHHH,
OJTHAKO MPOrPaMMHOE 00eCIICUCHHE IPUOOPOB, KaK MPABHIIO,
MO3BOJISIET MHTETPUPOBATH CBOM COOCTBEHHBIE pepepeHCHBIE
CIIEKTpPBI B CYIIECTBYIOMHNE 0a3bl JAaHHBIX U BIIOCIIECICTBUH
OCYILECTBIISITh aBTOMaTU3MpoBaHHOe cpaBHUBaHue (Muru-
gaiyan, Roesler, 2017). 1t co3manust pedepeHCHBIX CIIEKT-
POB HaJI0 CIONIB30BaTh 00Pa3IIbl, BUI0BAs IPHHAUICKHOCTh
KOTOPBIX YCTaHOBJICHA, HAIPUMED, IIPH TTOMOIIH MOp}oI0-
THYECKHX METOJIOB.

Opuum u3 BaxHbix npeumyuiectB MALDI-TOF MS no
CPaBHEHHUIO C JPYTMMHU METOJIaMH WICHTU(DUKALIUH SBISETCS
ObIcTpOE BpeMst MPOOOTIOATOTOBKH H ITPOBEICHNS HCIIBITAHUS
(Murugaiyan, Roesler, 2017). I71st uieHTH(OUKAIIAT TOCTATOY-
HO OJIHO¥ 0CO0U, U3 KOTOPOH MPEABAPUTEIBHO JOIKCH ObITh
BBIZIEJIEH OEJIKOBBIN 3KCTPAKT 1pu oMot 70 % MypaBbUHOM
KHCJIOTBI M QlIETOHUTPHUIIA, WITK KJICII] MOJKET OBITh HAPSIMYTO
pacIooKeH Ha MeTAIIMYECKOH MUILIEHN Tpubdopa, Ky/a J10-
6aBisieTcsl MypaBbHHAs KUCIOTa M allETOHUTPWII, @ 3aTeM U
MarpuuHblii pactBop (Kajiwara et al., 2016). ['maBHBII He-
JIOCTaTOK METoJla — BBICOKAasi CTOMMOCTh IpHOOpa, HO NpHU
3TOM IIEHA OJHOTO aHAJIN3a BECbMa HMU3Kas M CKIIabIBACTCS
U3 CTOMMOCTH MaTpPHUYHOTO pacTBOpa M KaJINOPOBOYHOTO
cranmapra (MpU yCJIOBUU MHOTOPa30BOW CTAJBbHOW IUIAIIKA
JUTS 00PasIoB).

H. Kajiwara ¢ xomeramu (Kajiwara et al., 2016) moxa-
3ali, 4YTO OJIM3KOPOJCTBEHHBIE BHJIbI NMAYTHHHBIX KIICIIEH
poma Tetranychus (cM. TaOIUIly) AEMOHCTPHPYIOT Pa3iInd-
HBIE MacC-CHEKTPHI, TO3BOJISIONINE UX HACHTH(OUIINPOBATD.
BupoBast uieHTHGUKALMS BBITOIHSIIACH ITyTEM CPaBHEHUs
TPEX OCHOBHBIX CMEKTPAJIbHBIX MHKOB B JHANa30HE M/Z OT
2000 mo 10000, cOOTBETCTBYFOILIIX PUOOCOMAITBHBIM OCITKaM.
VY B3pocibIx ocobeit 000MX MOJIOB Bee TpH NHKa 1uddepeH-
IIUPOBAJINCH, YTO MO3BOJIMJIO OTHECTH MX K OJHOMY BHUJY.
B cityuae kieneid Ha ctaguu HUM(BI MOXKHO OBUTO MACHTH-
(bULMpOBaTh TOJBLKO JIBA HKA M3 TPEX OCHOBHBIX. MUHOPHBIE
MIUKH OBUTH CENU(UIHBIMY K ITOJTY VI K CTa 1N PA3BUTHUS U
Ut ueHTaduKanuu He npuMersuack (Kajiwara etal., 2016).

B nenom MALDI-TOF MS siBnsieTcst nepcreKTUBHBIM Me-
TOZIOM HAEHTU(DUKALINN TTAy THHHBIX KIIEIEH, HO €T0 IIPUMEHe-
HHE TI0Ka OTPaHIYEHO U TpeOyeT AambHEHIINX HCCIIe0BaHNH.
B uyacTHOCTH, BO3MOXKHO HaJIM4UE CIEKTPAJIBHBIX PA3IIMYUI
MEXKAy reorpaMuecKy pa3HbIMHU MOMYIALUSIMHA, YTO OBUIO
MOKa3aHo ISl HEKOTOPBIX HacekoMbIx ((Murugaiyan, Roesler,
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2017) u ccopiku B crathbe). [Ipeanonaraercs Takxe, 4To Ha
CIIEKTPBI OZIHOTO BH/1a MOXKET OKA3bIBaTh BIMSHHIE PACTCHNUE,
Ha koTopoM rutancs kient (Kajiwara et al., 2016).

MOHEKyHﬂprIe meToAbl

Hapsiny ¢ Omoxumiae cKuME IPUMEHSIOT MOJICKYIISIPHBIC M-
To/bI HA OcHOBe nocneaoBatensHocTy JJHK. Yuactku JTHK,
ammununmuposanasie MetonoM [P, MoryT ciryxuth 6no-
JIOTHYCCKUMH ITPUXKOIAMH IJISl OTIPEICIICHAS BUIA, K KOTO-
pomy npuHaiexkuT oopasen (Hajibabaei et al., 2007). B ka-
YEeCTBE TAKUX MITPUXKOOB BEICTYTIAIOT ITOCIIEIOBATEIFHOCTH
SICPHOTO ¥ MUTOXOHIPHATIHLHOTO TeHOMa. B mpenenax kiac-
tepa pudocomuoi JTHK uepeayrorcs 6oiiee u MeHee KOHCEp-
BaTHBHBIC ydacTkH (TeHsl 18S, 5.8S, 28S pPHK u BHyTpeH-
HHe TpaHckpuoupyemsie crieiicepst 1, 2 (ITS1, ITS2) coor-
BETCTBEHHO), YTO JA€T BO3MOXXHOCTD ITOJI0UPATh pa3iinyHbIe
MapKepHBIE TOCIIE0BATeILHOCTH IS Pa3IesICHIsI TAKCOHOB
pasHoro panra. [TocnenosarensHoctu reHos 18S n 28S p/IHK
UCTIONB3YIOTCS IS CPaBHEHHS (PHIIOTCHETUYECKH YAAICHHBIX
takconoB (Matsuda et al., 2014), a obmactu ITS > pexTuBHBI
JUTS pa3nndeHus BUAoB U paxe momyssmuid (Hillis, Dixon,
1991; Hurtado et al., 2008). Cpext MUTOXOHIpHAITbHBIX TCHOB
JUTA WACHTH(QHUKAINN BUIOB U aHAIM3a (PUIOTeHETHYECKUX
B3aWMOOTHOIIICHH TPUMEHSCTCS ITOCIIEIOBATEIFHOCT TeHA
cyobenunuiibl | inroxpom-c okeunasst (COI). [Tomumo ¢par-
mernTa @ommepa (Barcode of life, BOLD, Folmer et al., 1994),
KOTOPBIH sIBIIsIETCSI 5'-KOHIIEBOM MTOCIIEI0BATEILHOCTHIO I'eHa
COI, B 11e1X WTPUXKOAUPOBAHUS MAyTHHHBIX KIIEIIEH nc-
MONB3YIOT M IpyTHe TocienoBaTensHocTH reHa (Hinomoto
etal., 2007; Ros, Breeuwer, 2007; Matsuda et al., 2013; Inak
et al., 2022).

B crarse (Ben-David et al., 2007) aBTOpBI TPAMEHSUIIH TI0-
cienoBarenbHOCTh [TS2 B kKauecTBe LITPUXKOAA, C TOMOIIbIO
KOTOPOTO pa3iuymiind 16 BUJOB AyTHHHBIX KJelleld ceMei-
ctBa Tetranychidae, o6uraronix B M3panne (cM. Tabmwiy).
ITocmenoBaTemnpHOCTH IITPUXKO/IA KAJKIOTO BH/IA ObLIa OTHO-
3HaYHO OTIIMYMMa OT Bcex Apyrux (Ben-David et al., 2007).
O hexTHBHOCTS MITPUXKOIOB ISl BUIOBOH HICHTH(DHUKAITHN
OBLTa TaKXKe IMOATBEPIKIICHA B XOJIC OTIPEICICHUS BUIOB T1a-
YTHHHBIX KJIEIeH, COOpaHHBIX Ha CEIbCKOXO3SIMCTBEHHBIX
noJsix Bo BeeTHame, ¢ ucronp3oBanneM ¢pparmenta rena CO/
(Hinomoto et al., 2007) (cm. Tabnuiry).

Pe3ysbrarhl MoKa3anu 1 OrpaHUYEHHS: HEKOTOPbIE 00pasIibl
HE MOTNHU OBITh KJIACCH(HUIINPOBAHBI M3-3a OTCYTCTBUS WH-
(hopmanmu 0 MOCIEeNOBaTEIFHOCTH B 0a3ax MTaHHBIX, IPYTHE
BU/JIbI HEBO3MOYKHO OBLIO OZIHO3HAYHO UACHTU(HULIUPOBATH 110
nocnenosarensHoctu JAHK, nanpumep T° urticae n T. turke-
stani, T. neocaledonicus u T. glovery. Jlanuble 0 HEBO3MOX-
HOCTH pa3/ieJIeHHs Ha OCHOBE MociieioBareabHocTu rena COl
T urticae n T. turkestani TOATBEPKACHBI TAK)KEC Ha KJICIIAX,
coOpaHHBIX B pa3HbIX peruoHax Poccun u Typuun (Kororuiés
u 11p., 2017; Inak et al., 2022). DTH orpaHHYEHHS MOTYT OBITH
MIPEOIOJICHBI TTyTEM JAIbHEHIIETO HAKOTUICHUS JaHHBIX O
MOCTICIOBATEIBHOCTSIX pa3muuHbIX yaacTkoB JJHK m3 mopdo-
JIOTMYecKu nAeHTH(UIMPOBaHHBIX 00pa3uoB. T. Matsuda c
kosuteramu (Matsuda et al., 2013) uneHTHQHUIMPOBAIN BUIBI
Kiemie pona Tetranychus, onpenenss MOCISIOBATCIBHO-
ctu ITS u rena COI. ABTOpHI NPUILIHN K BBIBOAY, uTO 10 U3
13 BUIOB AMOHCKUX Kiemel pona Tetranychus MOTyT OBITH
(G GepeHIIPOBAHBI C TOMOIIBIO TocienoBarebHOCTH [ TS,
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Species identification of spider mites
(Tetranychidae: Tetranychinae): a review of methods
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anocnenoBarenbHOCTh reHa CO/ T03BOMISACT ONPEAETUTh BCE
13 BuoB (cM. TabIHILy).

B otnmume ot pona Tetranychus, Tiie HEKOTOPBIE BUIBI
HEBO3MO)KHO Pa3JIMuUTh HAa OCHOBE IMOCJIEJOBATEILHOCTEH
JHK, s pona Oligonychus naHHBI METON ITOKa3aJl CBOIO
a¢pexruBHOCTE (Matsuda et al., 2012). ABropsI cooOwIH,
YTO MPH MOMOIIHU JTI000H M3 MOCIEN0BATENIBHOCTEH — r'eHa
COIL1TS u 28S p/IHK — moxHO pa3nennuts Bce 17 AmoHCKIX
BHUJIOB, BKJIIOYAsl T€, KOTOPHIE CIOKHO AU((PepeHINpOBaTh
1o MOp(OJIOTHYECKUM ITpU3HaKaM, Takue kak O. castaneae
u O. coffeae (cM. Tabnuity). MoneKymapHBIH aHATIH3 TOCTe-
nosarensHocTH reHa COI knemeit popa Amphitetranychus
Mokasaj, 4yTo oHa 3(dekTuBHA Ui WACHTHPHUKALMHE BCEX
Tpex BunoB (Arabuli et al., 2019) (cm. Tabnmy).

Takum 006pa3om, METO/ INTPUXKOANPOBAHUS SIBISIETCS d(-
(DEeKTHBHBIM MHCTPYMEHTOM [UIsi BUJIOBOM MACHTU(DUKALIUH
OTZIENBHBIX POJIOB MAyTHHHBIX KJIEIeH, Takux kKak Oligony-
chus, Amphitetranychus. Hexotopble OJN3KOPOACTBEHHBIE
BU/IBI (Haripumep, u3 poaa Tetranychus) MOTYT ObITh HEOTIIU-
YMMBI IPYT OT APYTA 10 TTOCIE0BATEILHOCTSM ITPUXKO/IOB,
KaK 9TO TIOKa3aHo JuIst BUAOB 1. kanzawai, T. parakanzawai n
T. ezoensis, KOTOpbIE HEOTIMYMMBI IO MOCIIEAOBATEIBHOCTH
ITS (Matsuda et al., 2013), u BunoB 7. urticae v T. turkestani,
HE pa3Iyaronuxcs 1o nocienoBarensHoctr rera CO! (Hi-
nomoto et al., 2007; Konoruiés u ap., 2017). {is Takux BUAOB
HY’KHO HIOIOMPATH APYTHE MAPKEPHBIE IEHBI.

CrpemiieHne K yMEHBIIICHUIO BpeMEHH Ha aHAJIN3 TIPUBEJIO
K Pa3BUTHIO OoJiee OBICTPHIX METOJOB MJICHTU(DHKAIMH T1ay-
THUHHBIX Kiemmeil. OTHNM U3 TaKuX SBISETCS NOJIMMOP(U3M
AJITHHBI pecTPUKIHOHHOTO pparmenTa nmocie ITIP (TTL[P-
[TIPD, PCR-restriction fragment length polymorphism, PCR-
RFLP). CyTb ero 3akirogaeTcs B TOM, YTO y9aCTKA TeHOMHOM
JHK (stnepHO# MM MUTOXOHIPHAIBHOH ), aMITH(UIINPOBAH-
Hble MeToqoM [1LP, mogBepratoTcs rugpoian3y 3H10HyKIIea-
3aMHU pecTpuKInH. [IpOgyKTB PECTPUKINU B JabHEHUIIEM
AQHAJIM3MPYIOTCS TIPU TIOMOIIM TeNb-3IeKTpodopesa, U Ha
OCHOBE 3TOT'0 JICNAETCsl BHIBOJ O HAJIIMYUK WM OTCYTCTBUH
caifTa pecTpUKINH y JaHHOTO o0pasla M, Kak CIEACTBHUE, O
BUJIOBOI MPUHAIC)KHOCTH.

TLP-IT/IP® mupoko mpuMeHsIeTCs sl HACHTH(DUKAIIUTH
BUOB pa3mnyHbIX opranm3MoB (Ratcliffe et al., 2003; Han et
al., 2004; Alam et al., 2007). K mayTHuHHBIM KJIeIiaM METOT
[TJIP® Obu1 BHIEpBBIE IPUMEHEH JIJIsI pA3JINUCHHs TPEX BUJIOB
pona Panonychus u T. urticae (Osakabe, Sakagami, 1994) (cm.
tabmuy). [losxke ynanocs quddepenunposars 1. urticae n
T. pueraricola ¢ nomoiusto ITIP-ITJIPD, ucrosnb3ys 001acTh
ITS2 (Gotoh et al., 1998). B uccnenosannu (Hurtado et al.,
2008) aBTops! paspadoramu cucremy [TLIP-ITIP® ¢parmen-
ta ITS (ITS1, 5.8S p/IHK, ITS2) mist uaeHTUGUKAINN TISITH
BUJIOB ITAy THHHBIX KJIEIIEH, KOTOPbIE OOUTAIOT B IIUTPYCOBBIX
canax Mcnanum (cM. Tabmmity). [Ipu aToM caMbIM BpeoHOC-
HBIM U3 HUX SIBIISICTCS OOBIKHOBEHHBIM MayTHHHBIA KIIell
(T. urticae), ato nemaeT HEOOXOAUMBIM OBICTPOE BBISIBIICHHE
€ro cpean Apyrux BuAoB. IlarTepH hparMeHTOB pecTpUKINT
(dhepmenToM Rsal otaensin T urticae OT OCTANIBHBIX H3y4aeMbIX
BUJIOB, a THJIPOJIN3 ABYMS APYTUMH (pepMEHTaMH TTO3BOJISI
OTIpeAenTh ocTanbHble YyeThipe Bua (Hurtado et al., 2008).
Merton ITIP-ITJIP® Ha ocHoe ITS obnacteit ncrnonb3yercs
B SATIOHCKOM OTJielle KapaHTHHA UMITOPTHBIX pacTeHHi (Ari-
moto etal., 2013; Lietal., 2015) u mo3BomseT onpeaensiTh Bce
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14 BUI0B Ay THHHBIX KIIEIIEH, BCTpeyaroIuxcs B SInonuy, B
TOM YHCJIe AT dK30THUeckuX BUIOB (Osakabe et al., 2002,
2008; Arimoto et al., 2013) (cm. Tabmuty). ITHP-ITIPD B
obmactu COI ycnenHo MCIoJIb30BaH Ul WACHTU(DUKALUH
YETHIPEX BUIOB Ay THHHBIX KIIEIIeH, OONTAIOMIX Ha MAHHOKE
B Komymo6uu (Ovalle et al., 2020) (cM. Tabnuiy).

[LIP-ITJIP® — oTHOCHTENBHO HEOPOTOi 1 AP HEKTUBHBIN
METO/l TMarHOCTHKH MayTHHHBIX KIEIIeH, TpUMEHIeMbII
BO MHOTHX cTpaHax no Bcemy mupy (Hurtado et al., 2008;
Arimoto et al., 2013; Ovalle et al., 2020). OgHaKO OH MOXET
OBITH TPUMEHEH TOJIBKO JUIS TEX BUJIOB, JJIs1 KOTOPBIX JTaHHAs
MeTo/inKa Obl1a 0TpaboTaHa, HapuMep, 1St HACHTU(PHUKAIINT
KJIeLled Ha TePpUTOPUH, BUJOBON COCTaB KOTOPOU XOPOILLO
ycraHoieH. [Ipu no6aBneHnn B cucTeMy HOBBIX BUIOB HAZI0
aHanu3upoBarh ux [1IJ[PO-narrepH, u B caydae COBNAACHUS
HaTTepHa ¢ y)ke UMEIOIIMMHUCS CHCTEMY CIIeyeT MOANBHIIN-
poBath, MoAOHpast APyrue TUATHOCTUYECKUE PECTPUKTA3BI.
Taxxe Bo3MOkHa BapuabesnbHOCTh nartepHa [1JIPD cpenu
Pa3HBIX MOIYJISILUI OJHOTO U TOTO K€ BHUJIa, KOTOPasi CBSI3aHa
C HyKJICOTHAHBIMH 3aMEHAMH B CaliTe PeCTPUKINH (Arimoto
etal., 2013).

Jpyroi noxxom ajsi ObICTPO HaAeHTH()UKAIIUK KIIeIIeld —
nonbop BuaocnenupuyHbIx npaiimepon. Obmactu JJHK,
B KOTOPBIX OIIPEEICHBI IPaiMepBbl, TOKHBI OBITh OOIIMMHI
JUIsl OTIPEJICISIEMBIX BHJIOB, HO CaAMH IOCIEI0BATEIbHOCTH
JIOJDKHBI Pa3UgaThes MEKIY BUIaMH oHOTO pofa (Shim et
al., 2016). ITpu 5TOM MOTYT OBITH UCTIOJIB30BAHbI KaK IICIIbIC
napbl BUAOCTEIM(DUYHBIX IPAHMEPOB, TaK U TTaPhl, B KOTOPHIX
OJIMH IpaliMep YHUBEPCAIbHBIN, @ BTOPO — YHUKAJIbHBIH 17151
KOHKPETHOTO BHJa. Takue rmpaiiMepbl MOBBIIIAIOT TOYHOCTH U
CKOPOCTb OIPE/ICIICHNS BUJIOB ITay THHHBIX KJIEIeH Ha OCHOBE
TIL[P, HO MX pa3paboTKa SABISETCA HETPUBHUAIBHON 3a1adeil.
T.M. Khaing ¢ xomeramu (Khaing et al., 2014) ynanocs
1o100parh napbl BUAOCHEIN(PUIHBIX TpaiiMepoB K 001acTH
ITS2 nnst geTpIpex BUAOB MAyTHHHBIX KJICIIEH, OTHOCSAIINXCS
K poxy Panonychus (cM. Tabnuity). [Tozxe OputH pa3paboTaHbl
Butocrien(pUYHbIC TpaiiMepsb IS Ay THHHBIX KIISIeH poja
Tetranychus (cM. Tabmuity), pactipocTpaneHHBIX B Kopee u
Mopdonorudeckn oueHb cxokux (Shim et al., 2016).

OObearHeHNEe HECKOJIBKUX BHIOCHENU(UYHBIX MTpaiime-
POB B OJJHOM POOUPKE MO3BONISAET IPUMEHNTH MYJIbTHIIIICKC-
HBII MOAXO0 JJISl ONPE/ICICHUs cpa3y HECKOJIbKHX BHUJIOB.
IIpu 3TOM TemnepaTypa IIaBJICHUS IPaiMEpOB JOJIKHA
OBITH BBICOKOM, a 00pa3yromrecs aMIIMKOHBI KOPOTKHMH,
HO pasHBIMH 1O JutnHe. [ poBeieHusT MyIbTHIIIEKCHOH
[TLP HeoOxomumM moabop ycinoBuid amMIIu(UKaLMY, TaKUX
KaK COOTHOIICHHE MTap MpaiMepoB U BpeMs doHTanuu (Z¢E1é
et al., 2018). F. Z¢lé ¢ coaBropamu (Z¢lé et al., 2018) pa3pa-
0O0TaJM U YCIIEIIHO MYJIBbTHIIEKCUPOBAJIN B OJTHOI peakLuu
mpaiiMepbl, KOMIUIEMEHTapHbIE PHOOCOMHOMY JIOKYCY, IS
neHTH (UK Hanbosee pacpoCTPaHEHHBIX May THHHBIX
KJeniei, Berpevaromuxcst B FOro-3anaHoit EBporie (cM. Ta0-
nmity ). MynsrumexcHas [TL[P Taxoxe 6pu1a Bicmionb30BaHa TS
JIMICKPUMHHAIINH JIBYX OCHOBHBIX BHJIOB Ay THHHBIX KJICTIIEH,
BCTPEYAOIUXCs B TEIUIMYHBIX X03siicTBax Mpana, — I urticae
u T. turkestani (Sinaie et al., 2018).

[pumenenne s Bunosoit unentudukamu [P B pe-
aJILHOM BpPeMeHH T103BOJISIET COKPATUTh BPEeMsl Ha aHAJIM3
3a CYET OTCYTCTBUSI HEOOXOJUMOCTH B IPOBEICHUU TEIllb-
anekTpodopesa, mockoabky HakorieHue ITIIP-nmpoxykTa
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OTCJIEKUBACTCSI HEMTOCPEACTBEHHO BO BpeMs peakLuu Mpu
MIOMOIIY ONTHYECKHUX IaTYNKOB, BMOHTHPOBAHHBIX B aM-
wmukarop. dns gerexiuu ITIP-npogykra ncnons3ytor
JIBa THUIIA METOK: MHTEPKAJIMUPYIOIIME areHThl (Hampumep,
SYBR Green) nin MoanuIpoBaHHBIE OJIMTOHYKICOTH B,
coznepxkamue (iryopodopsr (AHK-30na61) (bukOynarosa u
np., 2012). Kpome toro, [111P-ananu3 B peaqbHOM BpeMEHU
COYETAET 3TAlbl OTXKHUIa MPAiMEPOB M AIOHTAINH, YTO MIPHU-
BOJMT K OoJiee KOPOTKOMY BPEMEHHU PEaKIUH, YeM B CIIydae
oobrunoi TP (Li et al., 2015).

D. Li ¢ xomreramu (Li et al., 2015) pa3zpaboranu cucremy
JeTekiyn 1. urticae Cpean Apyrux OINN3KOPOJICTBEHHBIX BH-
1o 1ipu nomoiuu TagMan 1P, koTopast oka3anach BEICOKO-
cnenndryHOi M HagexkHOW. TagMan — oAMH W3 BapHaHTOB
ruOprau3annonHsix JIHK-30H10B, OMMIOHYKICOTH], KOM-
IUIEMEHTApHBII BHYTPEHHEMY YYacTKy aMIUTH(UIIPYEMOro
¢dparmenrta JIHK, medenHsIii o xoHIaM ¢yopodopamMu —
perioprepoM 1 racuteneM. Korja oHM HaXOAATCsI HA OTHOM
30H1€, FAaCUTEeNb MIOIIOIIAET CUT'HAJI OT penopTepa. Bo Bpems
ammunukammn asrkymasics mo JJHK nmommvepasa paspy-
II1aeT 30H/1, PETIOPTEP U TACUTEIb OTHAIISIOTCS APYT OT JIpyTa,
1 (IyopecleHIHs pernoprepa CraHoBUTCS 3aMeTHOH (bukOy-
maroBa u ap., 2012). Bunocnennduansie mpaiitMepsl 1 30H1
OpuTH IOOOpaHs! k ocnenoBarensHOCTH [TS1 7. urticae, mo-
cKoJIbKY y 7. urticae oHa cojepxaiia 0obllie BHYTPUBUIOBBIX
MOJIUMOP(U3MOB, YEM IIMPOKO MPUMEHsIEMast TS (PHIIOTCHUH
1 uaeHTH(OUKAINU BUAOB Tetranychus mocie10BaTeIbHOCTh
ITS2 (Lietal., 2015).

Hpyroii komurexktrs aBTopoB (Chen et al., 2020) mpenmoxmn
Bugocrenuduansie 300161 TagMan s naeHTHGUKATIH
MayTUHHBIX Kﬂeﬂleﬁ, 06I/ITalOHll/IX Ha XJIOMKOBLIX MOJISIX AB-
CTpanuu (CM. TabMHILy ), ¥ TOJ00paT yCIOBUS HX HCIIOTH30Ba-
HUSI B OTHON poOHpKe (MYJIBTUILIEKCHBIN TIO/1X0). BaskHO#
0COOEHHOCTBIO TAKOTO MOJX0JIA SIBJSIETCS] BOBMOXKHOCTD €r0
pacIpocTpaHeH!sl IPU HE3HAYUTENLHON MOIU(UKAINK Ha
JIpyTHe BUJBI MAyTUHHBIX Kieniel. [TockonbKy s amIm-
(ukanuu npuMeHsieTCs yHUBEpCallbHas JUISl Ay THHHBIX
KJIeteit mapa npaiMeposB, Mpu 100aBICHUH B TECT-CHCTEMY
€IIle OJTHOTO BU/Ia HYKHO pa3padboTaTh U 0OaBUTH ISl HETO
BHUIOCTICIIU(UUHBIN 30HI M MOA00pPaTh yCIOBUS PEaKIUU
(Chen et al., 2020). ABTOPBI HCTIOIB30BAN B OHOH PEaKIINU
JHK-30H18b1 17151 TPEX BUIOB KJIEIIEH U CYUTAIOT, YTO MOXKHO
YBEJINYUTD UX KOJIUMYECTBO [0 IIATH (}1063BI/IT]: HNJIN 3aMCHUTD
Ha JIHK-30H161 1T HEOOXOTUMBIX BHJIOB), UTO ITO3BOJIHT JHA-
THOCTHPOBATH JI0 MSATH PA3IMYHBIX BHJOB KJICIICH B paMKax
onnoit T1LIP.

E1mie otiH MeTOz1, KOTOPBIA MOYKET OBITh IPIMEHEH JUTA Iie-
Jelt nIeHTH(UKALMN BUJIOB, 9TO NMETIeBasi H30TepMudecKast
ammmuranus (loop mediated isothermal amplification,
LAMP) (Tomita et al., 2008). B oTnu4ane oT Ki1acCU4IecKoi
[TLIP, B neTnieBoit N30TepMUIECKON aMIUTU(HUKALIMN HCIOIb-
3yercs Jpyras TepMOCTa0HIIbHas IMoJIMMepasa ¢ BBICOKOH
BBITECHSIONIEH CIIOCOOHOCTBIO, KOTOpAst MOYKET CaMa BbITEC-
HSTB BTOPYIO IIeTb 0e3 TepMuuecKkoii ieHarypannu. [Toatomy
peaxiust LAMP npoxoaut npu oJJHOH U TOH ke TeMIiepaType
(60—-65 °C) u He Tpebyet HamMuns amiuHdukatopa. pyroi
ocoberHocThi0o LAMP siBisieTcs T0, 9TO B XOJI€ PEaKIIH UC-
MOJIB3YIOTCS HE /IBa, a YEThIpe WM IIEeCTh MpaiiMepoB, 4TO
ompenenseT ee Oompmryio crerupuaHocTs (Notomi et al.,
2000). Omrako ioxdop npaiiMepos st LAMP npencrasiser
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c0001i JOBOJILHO TPYAOEMKYIO 3a/1a4y. JleTeKIuio mpoayKra
PEaKIK H30TEPMHUUECKON aMIUTH (KA BO3MOKHO IIPOBO-
JINTh HECKOJIBKUMH CIIOCOOaMHM, B TOM YHCIIC HEBOOPYKCH-
HBIM IJIa30M IIPU MOMOLIM J100aBiIeHUsT (DIIyOpeCHeHTHOTO
KpacHTeIs, KOTOpHIi OyaeT (ryopecunpoBars B Cirydae Ipo-
xoxknenus peakiuu (Tomita et al., 2008). Takum oOpazom,
METOJI HE TOJILKO He TpeOyeT CrelHaibHOro 000pyI0BaHUs
WJIN CHIENHAIbHO 00Y4YEHHBIX CHEHATNCTOB, HO M TIOIXOANT
JUTS KpyTTHOMAcCIITaOHBIX TOJIEBBIX Hccaenoanuii (Hsieh et
al., 2012; Sinaie et al., 2019).

Kax xopomro 3apekomennoBaBmmii ceds meron, LAMP
MMEET HIMPOKHH CTIEKTP MPUMEHCHNUI, B TOM YHCIIE JUIS HJICH-
TUUKAUKE BO30ynuTesel Oosie3Hel pacTeHui, BUIOB Ha-
cexombIX (Ahuja, Somvanshi, 2021; Dermauw et al., 2022).
[TpuMeHUTEeNBHO K IMarHOCTHKE OOBIKHOBEHHOTO Ay THHHO-
ro Kiemia Obul pa3paboTaH BHICOKOUYBCTBHUTEIBHBIH METO/,
oowenuusromuii TP u LAMP (ITLIP-LAMP) (Sinaie et al.,
2019). Ilepen BBIOIHEHNEM M30TEPMHUUCCKON aMIUTH(HKa-
11U BbINOAHsIack ctanaaptHas [P, 4yTo no3Bossiio ymeHb-
IINTH JIOJTIO JIOXKHOOTPUIIATENBHBIX PE3YIIbTAaTOB U YBEIUIHUTh
4yBCTBUTENBHOCTh aHanu3a LAMP. ABTopsl mokasanu, 4To
[TLP-LAMP sBisieTcs ObICTPBIM M HAJEKHBIM METOJIOM 00-
HapyxeHus: Onomarepuana 7. urticae.

3aknioyeHune

0030p CyIIECTBYIOIINX B HACTOSIIEE BPEMS METOJIOB JHATHO-
CTHKH 0C000 3HAYMMBIX 110 BPEIOHOCHOCTH BH/I0B PACTUTEIb-
HosiubiX kiemer (Tetranychidae: Tetranychinae) nokasai,
YTO HAKOIIICHO OOJBIIIOE Pa3HOOOpasne IMOIX0I0B, KOTOPHIE
MO>KHO IPUMEHSITH 110 BEIOOPY B 3aBUCHMOCTH OT LIeJIeH BU-
JToBOI tuarnoctuku. Mopdonoruieckue MeTo bl, HECMOTPS
Ha TPYIOEMKOCTb BBITIOIHEHHS TIPEIBAPUTECIHHBIX OTIepaIiii
IO TIO/ITOTOBKE KJICIICH JUTS aHallk3a, 0 CHX IOP OCTAalOTCs
OCHOBHBIMH B OIIpeIeIeH!H 3ToH rpymiisl purodaros. OHa-
KO pa3pabaTsIBaeMbIe B ITOCIIEIHUE IECATHICTHS HOBBIC MO~
XOJIbI B 00JIACTH BU/IOBO TMarHOCTHKH KHUBBIX OPraHU3MOB,
OCHOBaHHbIE Ha OMOXMMHYECKUX U MOJIEKYJISIPHBIX MapKepax,
OTKPBIBAIOT e111e OOIBIITIE BOSMOKHOCTH JJIS1 OBICTPOH M TOU-
HOW NACHTU(PHUKAINY BUIOB. Tak, BUIOBAS IPHHAIIC)KHOCTh
HEKOTOPBIX BUJIOB IayTUHHBIX Kilellel, Hanpumep 1. urticae,
C YBEPEHHOCTHIO MOXET OBITH YCTaHOBJIEHA MPH MTOMOIIN
OJTHOTO M3 MOJICKYJISIPHBIX MOAXOJOB (IITPUXKOJMPOBAHHUE,
IMHP-ITAP®, TagMan IILP u np.). B To ke BpeMs HEKOTO-
pBIe IpyTHe BUABI HA JaHHBIH MOMEHT HE yAaJOCh IWArHO-
CTUpOBaTh Ha ocHOBe nociuenoBarenbHocrei JIHK. B Takux
Cllyyasix OIpaBJaHO MPUMEHEHHE Cpa3y HECKOJIbKUX METO-
JI0B uAeHTH(PHUKAINH. KOMIIIEKCHBIN TOAXO0/ HCIOTH30BaN-
sl JUTS TUaTHOCTUKU BUIOB pona Amphitetranychus (Arabuli
et al., 2019), roe mopdosoriuueckas XapakTepUCTHKa ObLIa
JIOTIONTHEHAa OMOXHMHUYECKUMH, MOJIEKYISIPHBIMH METOJaMH
1 KCIIEPUMEHTAMH TI0 CKPEIIHBAHUIO. BaKHO OTMETHTB, 94TO
HECKOJIbKO ITOAX0/I0B MOT'YT OBITh Pealn30BaHbl Ha OJHOU U
TOM e 0COOM MPU YCIOBHH HCIIOIB30BAHUS METOMOB BBIJC-
nenust JJHK 6e3 paspymenus odpasna (Khaing et al., 2013;
Shim et al., 2016) 1160 UCTIONB30BAHMS 1IEJIOTO KJIEIIA B Ka-
gectBe MaTpuisl s [P (direct PCR) (Sakamoto, Gotoh,
2017) u nocnenyromei mpoBepku MOp(OIOrHIECKUX TTPHU-
3HaKoB. [locne qaHHBIX MaHUMYSAIUNA 00pa3Ibl COXPAHSIOT
HEMOBpEXKIeHHBIE MOP(OIOTHIECKNE MPU3HAKH, BKIIOUas
CIIMHHBIC MIETHHKH 1 iearyc (Sakamoto, Gotoh, 2017).
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in Drosophila depend on the neuronal type
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Abstract. The signal pathway of actin remodeling, including LIM-kinase 1 (LIMK1) and its substrate cofilin, regulates
multiple processes in neurons of vertebrates and invertebrates. Drosophila melanogaster is widely used as a model
object for studying mechanisms of memory formation, storage, retrieval and forgetting. Previously, active forgetting
in Drosophila was investigated in the standard Pavlovian olfactory conditioning paradigm. The role of specific dopami-
nergic neurons (DAN) and components of the actin remodeling pathway in different forms of forgetting was shown. In
our research, we investigated the role of LIMK1 in Drosophila memory and forgetting in the conditioned courtship sup-
pression paradigm (CCSP). In the Drosophila brain, LIMK1 and p-cofilin levels appeared to be low in specific neuropil
structures, including the mushroom body (MB) lobes and the central complex. At the same time, LIMK1 was observed
in cell bodies, such as DAN clusters regulating memory formation in CCSP. We applied GAL4 x UAS binary system to
induce limk1 RNA interference in different types of neurons. The hybrid strain with limk1 interference in MB lobes and
glia showed an increase in 3-h short-term memory (STM), without significant effects on long-term memory. limk1
interference in cholinergic neurons (CHN) impaired STM, while its interference in DAN and serotoninergic neurons
(SRN) also dramatically impaired the flies’ learning ability. By contrast, limk1 interference in fruitless neurons (FRN) re-
sulted in increased 15-60 min STM, indicating a possible LIMK1 role in active forgetting. Males with limk1 interference
in CHN and FRN also showed the opposite trends of courtship song parameters changes. Thus, LIMK1 effects on the
Drosophila male memory and courtship song appeared to depend on the neuronal type or brain structure.

Key words: Drosophila; LIMK1; conditioned courtship suppression paradigm; memory; forgetting; dopaminergic neu-
rons; cholinergic neurons; fruitless; male courtship song.
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BausiHye LIM-KHa3bl 1 Ha DaMsTh I OpadyHVIO [IEeCHIO
CaMIIOB APO30(UJbl 3aBUCHUT OT TUIIa HEVIPOHOB

A.B. Xypasaes! @, E.C. 3aromaenal’ 2, E.C. Erososa?, A.A. Emeaun?, B.B. Coxyposa?, E.A. Hukutunal> 2, E.B. Cassareesa-Tlomopal

! NHctutyT drsnonorum num. W.IM. Masnosa Poccuiickoin akapemun Hayk, CaHkT-TeTtepbypr, Poccus
2 Poccuickuin rocyaapCTBeHHbIN Nnefarornyeckuniin yHusepcutet um. A.U. fepuena, CaHkT-MNetepbypr, Poccns
& beneor@mail.ru

AHHoTauumA. CUrHanNbHbI Kackag peMoaeNnvpoBaHMA akTUHA, B COCTaB KOToporo BxoaAT LIM-knHasa 1 (LIMK1) n ee
cy6cTpat KOPUAMH, YYacTByeT B peryiauum pasfnyHbiX NPOLECCOB B HEMPOHAX MNO3BOHOYHbIX N 6ECMO3BOHOUHbIX
XKUBOTHBbIX. Drosophila melanogaster wimpoko ncnonb3yeTca Kak MOAeNbHbIN 00beKT ANsA 13yUYeHns MexaH3MoB op-
MUPOBAaHWsA, COXPAHEHUA 1 BOCNPOV3BEAEHMs NaMATK, a Takxke 3abblBaHuA. PaHee akTMBHOe 3abbiBaHue y fpo3odu-
Nbl NCCNe0BaNnM C MOMOLLbIO KIAaCCUYeCKOro NaBfIOBCKOro 0Nb$akTOPHOro 0byyeHus. bbino nokasaHo, YTo B pasHbIX
dopmax 3abbiBaHUA yyacTBYIOT crieyuduryeckme godbammHepruyeckmne HempoHbl U KOMMOHEHTbI akTUHOBOIO KacKaga.
B naHHom paboTe mbl oueHnBany ponb LIMK1 B npoueccax namati 1 3abbiBaHusA y 4po30dunbl B napagurme ycnos-
HO-pedneKTOPHOro NoAaBNeHUsA yxaxnBaHua. B mosre gposodunbl yposeHb LIMKT n docdokodunuta nsbrpatens-
HO CHWKEH B OTAENbHbIX CTPYKTYpax Helponuns, BKoYas Sonact rpUGoBUAHBIX TeN U LeHTPasbHbIA KOMMIEKC.
B 10 e Bpema LIMK1 npucyTcTBYeT B Tenax HEPBHbIX KNETOK, TaKMX KaK KnacTepbl fodaMMHEPrnyeckrx HeMpoHOB,
perynupyiowmne popmMmnpoBaHne NamaTyi NPy yCnoBHO-pedIeKTOPHOM NoAaBeHNN yxaxneaHua. C ncnonb3oBaHnem
cncTembl 6GrHapHoro ckpewmBaHua GAL4A x UAS mbl uHnymmposanu PHK-nuHtepdepeHumio limk1 B pa3nmyHbix TMnax
HepPBHbIX KNETOK. Y rmbpuiHbIX NMHNMiA ¢ nHTepdepeHumein imk1 B nonactax rpmboBMAHBIX TeN 1 runm Habno[anocb
ycuneHne 3-4acoBoi KpaTKOCPOUYHOW NamaATy, 6e3 BMAMMOro BAWAHMUA Ha AONFOCPOYHYI0 NamATb. MHTepdepeHums
limk1 B XonvHepruyecknx HempoHax NPMBOAMIA K CHUXKEHMIO KPaTKOCPOYHOW NamATH, B AodamMUHEpPrnyecknx u ce-
POTOHUHEPrMYECKMX HEMPOHAX ee pe3ybTaToM Obl1o TakKe CYLeCTBEHHOE HapyLUeHre CMOCOOHOCTU MyX K 06yye-
Huto. HanpoTue, uHtepdepeHuus limk1 B HelipoHax fruitless ycunvsana 15-60-MUHYTHYIO KPaTKOCPOUHYIO MamATb, UTO
YKa3blBaeT Ha BO3MOXHyto ponb LIMK1 B npoueccax akTvBHOro 3abbiBaHusA. Y caMmuoB ¢ uHtepdepeHuuei limki 8
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Bnuanwe LIM-KnHasbl 1 Ha namATb 1 6payHyio NecHto
camLoB Ap030$WIIbl 3aBUCUT OT TVNa HENPOHOB

XONMHeprnyeckyx u fruitless HelipoHax Tak»ke ObINM OTMEYEHbl Pa3HOHaMNPaB/IEHHbIE U3MEHEHNS MapamMeTpoB bpay-
Hol necHu. Taknm obpaszom, 3¢ dekTbl LIMKT Ha namaTb 1 6payHyto necHio camuoB Apo30dusibl ONpesenaTca TMNom

HePBHbIX KNETOK WS CTPYKTYPOIi MO3ra.

KnioueBble cnoBa: gpo3oduna; LIMK1; ycnoBHo-pednekTtopHoe noaaBieHmne yxaxmBaHus; namaTb; 3abbiBaHuvie; joda-
MUHEPrnYecKkmne HeMPOHbI; XONMHEPrYeckne HeMpPOHbI; fruitless; GpayHas necHsa camua.

Introduction

Memory formation and forgetting serve as the basis of be-
havioral plasticity. Whereas memory is a specific process of
information acquisition, storage and retrieval by the nervous
system, active forgetting is defined as “a mechanism or series
of mechanisms to remove memories that become unused”
(Davis, Zhong, 2017). Associative memory formation and
active forgetting occur in both mammals and invertebrates,
including Drosophila melanogaster (Medina, 2018), which
is a well-known object of classical genetics. Having a short
life cycle and relatively simple nervous system, the fruit fly
makes it easy to perform genetic analysis of the molecular
basis of behavioral and cognitive processes.

There are several experimental techniques to form asso-
ciative memory in Drosophila, including short-term memo-
ry (STM) and protein synthesis-dependent long-term me-
mory (LTM). The most widely used technique is classical Pav-
lovian learning with negative electroshock reinforcement,
or olfactory aversive learning (OAVL), which revealed genes
responsible for different types of memory (Tully et al., 1994).
More natural is conditioned courtship suppression para-
digm (CCSP) (Siegel, Hall, 1979; Kamyshev et al., 1999).
GALA4 x UAS binary expression system (Duffy, 2002) is used
to study the effects of specific genes on memory processes.
The fine neural organization of the mushroom bodies (MB),
a principle structure responsible for associative olfactory
learning in Drosophila, was evaluated in detail. The MB out-
put neurons (MBON) are the main effectors of MB, whereas
specific clusters of dopaminergic neurons (DAN) regulate the
activity of MB — MBON synaptic contacts (Aso et al., 2009,
2014a, b). Among them are aSP13 DAN of the protocerebral
anterior medial cluster (PAM), which innervate y5 area of
MB, playing a crucial role in CCSP learning and memory
(Keleman et al., 2012).

The molecular and neural mechanisms of active forgetting
implicate the activity of DAN and Racl-dependent signal
pathways (Medina, 2018). Small GTPases of the Rho family,
including Rho and Rac, regulate neuronal actin polymerization
during the Drosophila nervous system development. Rho via
its effector ROCK or Rac/Cdc42 via its effector Pak activate
LIM-kinase 1 (LIMK1), which phosphorylates Drosophila
cofilin (twinstar) protein, blocking its actin-depolymerization
activity and inhibiting axon growth. Rac also acts through Pak-
independent pathway to antagonize LIMK 1 and promote axon
growth (Ng, Luo, 2004). In addition to its role in neurogene-
sis, Rac is crucial for both interference-induced and passive
forgetting in OAVL paradigm. PAK/LIMK 1/cofilin pathway
probably acts downstream Rac1 (Shuai et al., 2010). Forgetting
specific types of memory depends on different signal proteins
(Zhang et al., 2016; Gao et al., 2019).

Forgetting in OAVL paradigm is caused by several DAN
of the protocerebral posterior lateral 1 (PPL1) cluster, which
innervates some MB structures, such as pedunculus, lower
and upper stalk. Memory acquisition and forgetting are regu-

lated by different dopamine receptors, dDA1 and DAMB
respectively (Berry et al., 2012). Coincidence of conditioned
and unconditioned stimuli creates a memory trace in MBON-
v20'1, probably inhibiting the MB > MBON-y2a'1 synapses.
The unconditioned stimulus alone activates DAN-y2a'l,
which in turn disinhibit MB > MBON-y2a'l synapses and
cause forgetting (Berry et al., 2018). DAN that innervate the
MB a0’ tip induce the interference-based forgetting through
the scaffold protein Scribble, binding together Racl, PAK3
and cofilin (Cervantes-Sandoval et al., 2016).

Whereas multiple data prove the importance of DAN and
actin-remodeling signal pathway for forgetting in OAVL para-
digm, there is virtually no data for molecular mechanisms of
memory decay in CCSP. Effects of LIMK1-dependent signal
cascade on CCSP learning and memory were firstly shown for
the temperature-sensitive mutant agn®3, with LIMK 1 increase
in the adult brain compared to the wild type Canton-S (CS).
Temperature rise leads to a decrease in agn®3 LIMKI1 level,
simultaneously restoring its learning ability and 3 h memory,
which are drastically impaired in the norm (Medvedeva et al.,
2008). agn’3 has multiple polymorphisms within and near
limk1 gene, as well as a changed profile of microRNA expres-
sion, and can serve as a model object for Williams syndrome
(Nikitina et al., 2014; Savvateeva-Popova et al., 2017). The
temporal profile of STM learning index (LI) was assayed
in CCSP for agn'3, as well as for the wild-type strains with
limk1 polymorphisms, CS and Oregon R. Only CS was able to
learn and store memory up to 24 h (Zalomaeva et al., 2021).

The behavioral effects of LIMK 1 changes in agn®? do not
give information about specific cell types, where LIMK1 can
be involved in learning and memory. In this study, we per-
formed the analysis of memory decay for several Drosophila
GAL4 x UAS strains with neuronal type-specific /imkl RNA
interference. LIMK1 distribution in the Drosophila brain
structures was studied in detail using confocal microscopy. The
effect of limkl interference on fly memory ability depended
on both neural type and memory form. LIMK 1 also appeared
to be involved in regulation of male courtship song: limkl
interference in different neuronal types specifically affected
some song parameters.

Materials and methods

Drosophila strains. Fly strains were provided by the Research

Center “Biocollection of Pavlov Institute of Physiology RAS

for the study of integrative mechanisms of the nervous and

visceral systems”. The strain numbers (#) are given in accor-

dance with the Research Center and Bloomington Drosophila

Stock Center, USA (Cook et al., 2010). The following strains

were used:

1. Canton-S (CS) — the wild-type strain with /imkl polymor-
phisms.

2. agn®3 — temperature-sensitive mutation on CS genetic
background with /imkl polymorphisms, characterized by
learning and memory defects.
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3. Strains expressing GAL4 in specific neuronal types:
#6794: w[*]; P{w[+mC]=nrv2-GAL4.S}8 P{w[+mC]=
UAS-GFP.S65T}eg[T10]. GAL4 and green fluorescent
protein (GFP) are expressed in nervous system under Nrv.2
regulatory element;

#6793: w[*]; P{w[+mC]=ChAT-GAL4.7.4}19B

P{w[+mC]=UAS-GFP.S65T}Myo31DF[T2]. GAL4 and

GFP are expressed in cholinergic neurons (CHN) under

ChAT and VAChKT regulatory elements;

#7009: w[1118]; P{w[+mC]=Ddc-GAL4.L}Lmpt[4.36].

GALA4 is expressed in dopaminergic (DAN) and seroto-

ninergic (SRN) neurons;

#30027: w[1118]; P{w[+mW.hs]=GawB }fru[NP0021].

GALA4 is expressed in fruitless neurons regulating mating

behavior.

4. Act-GAL4: w[1118]; P{w[+mC]=} 25FO1/CyO, y[+];
Canton-S background. GAL4 is expressed in the whole
body under actin promoter.

5. Strains with UAS-dependent /imkl suppression:

#26294: y[1] v[1]; P{y[+t7.7] v[+t1.8]=TRiP.JF02063}

attP2. The strain expresses interfering RNA against /imk1

(RNAI) under UAS (limk1-KD, knockdown).

#36303: y[1] v[1]; P{y[+t7.7]=CaryP}attP2. The control

strain with genetic background identic to that for #26294,

but lacking RNAi (limk1“+").

6. Strains with GFP gene regulated by UAS:

#32186: w[*]; P{y[+t7.7] w[+mC]=10XUAS-IVS-mCDS8::

GFP}attP40.

#32202: w[*]; P{y[+t7.7] w[+mC]=10XUAS-IVS-GFP-

WPRE}attP2.

To induce /imk! RNA interference in specific neuronal
types, a strain carrying GAL4 activator expressed under tis-
sue-specific promoter was crossed to UAS strain #26294. The
cross product of a GAL4 strain and #36303 strain served as
a control.

Flies were raised on the standard yeast-raisin medium at
25+0.5°C and a 12:12 daily illumination cycle. For behavioral
tests, experimental males were collected without anesthesia
and kept individually. 5-6-day-old males were used in experi-
ments. Females (CS) were collected as virgins and brought
together with CS males for fertilization in CCSP one day
before experiment.

Antibodies. Primary antibodies: Rat anti-LIMK1 multi-
specific monoclonal (Enzo Life Sciences, ALX-803-343-
C100); mouse anti-Drosophila cysteine string protein (CSP);
rabbit anti-Drosophila tyrosine hydroxylase (TH) (Abcam,
ab128249); rabbit anti-GFP (Abcam, ab290).

Secondary antibodies: Goat anti-mouse Alexa Fluor 488
(Invitrogen, A32723), donkey-anti-rat Alexa Fluor 594
(ThermoFisherScientific, A-21209), goat anti-rabbit Alexa
Fluor 633 (Invitrogen, A21071).

RNA extraction and RT-PCR analysis of limkl ex-
pression. The level of /imkl expression was assayed using
semi-quantitative PCR in complex with reverse transcription
(RT-PCR). Flies were anesthetized by freezing. 10 male flies
or 70 male heads were homogenized in 300 pl TRI reagent
(MRC, TR 118). Total RNA was extracted from homogenates
according to the manufacturer’s protocol. The quality of
RNA was checked by 1.5 % agarose gel electrophoresis. 1 pg
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RNA was reverse-transcribed by MMLYV reverse transcriptase
(Evrogen, #SK022S) according to the manufacturers’ protocol,
using random hexamer primers and RNAse inhibitor (Syntol,
#E-055). Semi-quantitative PCR was performed on a StepOne
Plus (Applied Biosystems, Inc., USA) using qPCRmix HS
SYBR+LowROX (Evrogen, # PK156L) containing direct and
reverse primers (0.5 mM each). Baseline and cycle threshold
values were determined by automatic analysis using StepOne
software v2.3 (Applied Biosystems, USA). rp/32 transcript
was used as an internal control. The predesigned /imkl pri-
mers (PP12636 in FlyPrimerBank, http://www.flyrnai.org/
flyprimerbank) were used to bind all five /imk! cDNA iso-
forms, both premature and mature forms, as primers do not
span the exon-intron borders. The relative limkl transcript
level was calculated using the comparative AACt method. The
number of biological replicates (independent RNA extractions
with reverse transcription) was 3—5, the number of technical
replicates was 3.

The primer sequences were the following:

rpl32:

Forward: 5'-TATGCTAAGCTGTCGCACAAATGGC-3'

Reverse: 5'-GTTCTGCATGAGCAGGACCTCCA-3’

limkl:

Forward: 5'-GTGAACGGCACACCAGTTAGT-3'

Reverse: 5'-ACTTGCACCGGATCATGCTC-3’

PCR parameters:

1. 1 cycle: 95 °C — 5 min.
2.45 cycles. 95°C—-205s,60°C—-20s,72°C-20s,77 °C -

15 s (detection).

3. Melting curve: 95 °C — 15 s, 60 °C — 1 min, 60-95 °C

(A0.3°C, 155).

Immunofluorescent staining of Drosophila brains.
5—-6-day-old imago males were anesthetized by freezing. The
brains were prepared in PBS buffer (pH 7.5) using needle-
sharp tweezers (Merck, T4412), fixed in 4 % paraformalde-
hyde in PBS for 1 h at RT and stained according to (Thapa et
al., 2019), without a freezing stage. Antibodies were diluted
in PBT (0.2 % Tween 20, 5 % BSA in PBS) as 1:200, for
anti-CSP — 1:20. Previously, for better staining of brains, we
increased the time of incubation with primary antibodies up
to 5 days (Zhuravlev et al., 2020). Here, the incubation was
performed at 4 °C for 3 days (with primary antibodies) or
overnight (with secondary antibodies). Brains were mounted
with Vectashield mounting medium containing DAPI (Vector
laboratories, H-1200-10).

Protein distribution analysis in the brain by confocal
microscopy. Brains were scanned frontally using laser scan-
ning confocal microscopy (LSM 710 Carl Zeiss; Confocal
microscopy Resource Center; Pavlov Institute of Physiology
of the Russian Academy of Sciences, St. Petersburg, Russia).
Scanning was performed using X63 objective at different
depths (z-step 2 pm). Images were analyzed using Fiji soft-
ware. The brain structures were visually mapped using the
Drosophila brain online atlas (Virtual Fly Brain). To measure
the average level of LIMKI inside the brain structures, the
average signal intensity was measured in three small square
areas (~10 x 10 pum) within each of the structures. The average
values were obtained and normalized to the average structure
intensity for the given brain. Colocalization Threshold analysis
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was performed to measure co-localization of LIMK1 with
neurospecific markers. To prepare figures, auto contrast func-
tion was used for each optical slice.

Learning and courtship suppression tests in Drosophila
males. Flies learning and STM were estimated in CCSP, as
described in (Zhuravlev et al., 2022). In the case of long term
memory (LTM), learning was performed by placing flies in
food-containing glasses (20 mm diam., ~20 mm high) for
5 h (Kamyshev et al., 1999). Courtship index (CI) and learn-
ing index (LI) were estimated at the following time points
after learning: for short-term memory (STM) analysis: 0 min
(learning), 3 h; for STM decay analysis: 15, 30, 60 min,
24 h; for LTM analysis: 0 min, 2 days, 8 days. In all groups,
naive males (without mating experience) served as a control
to calculate LI:

LI = [(CI — CI;)/CI;] % 100 % = (1 — CL,/Cly) x 100 %,

where Cly is the middle CI for naive males, and Cly is the
middle CI for males after training. The naive and trained
males were the same age. The decrease in LI compared to
LI (0 min) was considered a time-dependent memory decay.
The decrease in LI for a mutant strain compared to that for the
wild-type strain CS was considered a strain-specific impair-
ment of learning or memory.

Courtship song analysis. The 5-day-old imago male
courtship song was recorded as in (Savvateeva-Popova et
al., 2008). A naive male of the studied line and a fertilized
female (CS) were placed together in a Perplex chamber with
a latticed bottom on top of a microphone. The chamber was
placed in a foam box in a soundproof room. The sounds were
recorded for 5 min using Audacity software (Mazzoni, Dan-
nenberg, 2020). The sound signals were filtered to exclude
noises, obtaining signals within 100-800 Hz. The level of
noise was decreased using a standard Audacity plugin. The
software Drosophila courtship song analysis (DCSA) (Iliadi
et al., 2009) was used to automatically detect pulse and sine
song components.

The results of analysis were manually edited. The mean
values of the song parameters were calculated for each fly.
The following parameters were estimated: pulse song index
(PInd, % of the total time), pulse song initiation frequency
(PFr; 100/s), sine song index (SInd, % of the total time), sine
song frequency (SFr, 100/s), interpulse interval (IPI, ms),
period of song pulse train (Per, s), intertrain interval (ITL, ms),
train duration (TrainDur), pulse number in train (PulseN), sine
song duration (SDur, ms), sine song amplitude (SAmp, C.U.),
IPI variance (Var(IPI), ms?). Per is the time between the starts
of the neighboring trains. ITT is the time between the end of
the previous and the start of the next train.

Statistical analysis. Analysis of LIMK1 mRNA level was
performed using two-sided #-test, Social Science Statistic
online resource (p < 0.05). Analysis of LI and courtship song
parameters was performed using two-sided randomization
test at significance level a of 0.05 (n = 20), using Drosophila
Courtship Lite software (Nikolai Kamyshev, 2006, nkamster@)
gmail.com), with 10000 iterations. The program is freely
available from the author upon request. Randomization test
was reported to be better for LI comparison than ¢-test or
some nonparametric tests (Kamyshev et al., 1999). Court-
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Fig. 1. Comparative levels of imk1 RNA in the UAS > GAL4 hybrids with
and without limk1 RNA interference.

X axis: GAL4 strains. Y axis, conditional units (C.U., expression levels are norma-
lized to the average value). Statistical differences: * between limk1-KD > GAL4
and limk1"+" > GAL4 (two-sided t-test; p and n are shown above the charts).
Standard error is shown.

ship song parameters were also analyzed using two-sided
Mann—Whitney U-test. Python 3 scripts were used to draw
the box plots charts.

Results

limk1 RNA level in Drosophila UAS x GAL4 hybrids

To check that GAL4 really induces /imk! RNA interference
in 26294 strain, we compared /imkl RNA level in the UAS (f)
> GAL4 (m) hybrids. Females with and without transgenic
RNAI for limkl suppression (limkl-KD and limkl“+”, re-
spectively) were crossed to Act-GAL4 males, expressing
GAL4 in the whole body. The level of total /imkl RNA was
approximately 2-fold lower in the hybrid with /imk! interfer-
ence. These data confirmed the efficiency of RNAi-dependent
limk 1 suppression in 26294 strain (limkI-KD) upon its activa-
tion by GAL4. At the same time, there were no differences for
limk1-KD > 6794 and limk1“+” > 6794, where RNA expres-
sion was measured in heads and was regulated by neuronal
type-specific GAL4 (Fig. 1). Thus, /imkl RNA differences
after neural type-specific limkl RNA interference might be
local or too low to be detected in the whole Drosophila heads.

LIMK1 distribution in the Drosophila brain

When studying LIMK1 distribution, we focused on the
central part of the Drosophila brain, without the optic lo-
bes (OL), mainly at the level of the superior medial protoce-
rebrum (SMP) and gamma-lobes (yL) of MB. Here the PAM
clusters of DAN are located (Mao, Davis, 2009), responsible
for the Drosophila courtship learning and memory (Keleman
etal., 2012). Additionally, the area including the central com-
plex (CC) and calyx (Cal) surrounded by Kenyon cells (KC)
was studied. The CSP-positive neuropil structures and tyrosine
hydroxylase (TH)-positive DAN cell bodies and processes
served as landmarks in describing the LIMK1 distribution.
The following description is given for the wild-type strain
CS (see the Table and Suppl. Material 1)!.

1 Supplementary Materials 1-6 are available in the online version of the paper:
https://vavilovj-icg.ru/download/pict-2023-27/appx9.pdf
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LIMK1 and TH distribution in the Canton-S brain (visual analysis)

Semicircular tracts (#1) move laterally;

rity (#3) above yL. TH level is low in yL

Granularity (#5) at the area of B'L tips,

The cell bodies and processes of DAN

z N Neuropil structures (CSP) TH-positive structures
| 0 AL and SMP; the part of yL is observed as Two bilaterally symmetrical clusters
a shading (CSP lever is lower) of PAM cell bodies, the processes
of which form two semicircular
tracts (#1), enveloping SMP below
Il 3 yL of MB, subdivided into three unequal
parts; the putative y5 area is marked two tracts (#2) above SMP; granula-
with an asterisk (*); AOT lateral to SMP
11l 7  ylLis half hidden by 'L, with the horizon- Granularity (#3) above and laterally
tal BL below it. The beginning of a/a’L the B'L area; tracts (#2) join at the
is seen central line (#4). TH level is low in BL
\Y 11 aland d'L.The part of yL (#7) lateral
toal where the PAM processes converge
\Y 14 The tips of aL and a'L; the part of EB Area 5 is subdivided into two (#8),
corresponding to ('L tips.
Commissure (#9) above (#8)
Vi 16  EB;aL and yL join to the pedunculus Commissure #9 above EB
(Ped) of MB
VIl 20 CC(EB,FBand No) Commissure #9 continues laterally
Vil 26 CC(FB), W, Ped Tracts around FB
IX 29 CCisnolongervisible
clusters around Cal are partly visible
X 36 Cal, KCand PB; Ped below Cal - DAN clusters around Cal:

a small shading (#14)

PPL1 and PPM2

LIMK1 level

AL and SMP: high; thin tissue layers
resembling the neuropil glia: high;
cell bodies surrounding neuropil:
relatively low; cell nuclei: low

yL: lower than in SMP; the thin tissue layers
surrounding AL and SMP: high

Area #5: low; granularity along the central
axis of the brain (#6): high; yL (#7): very low

Ped and EB: low; the semicircular
granularity (#10) above and laterally EB:
high; commissure (#11) between EB
and the esophagus (ES): high

CC and Ped: low; tissue layers surrounding
neuropil structures: high

Commissure (#12) above CC and semicircular
structures (#13) surrounding wedge: high

The great commissure (#GC) above the ES:
high; glia-like layers among neuropil: high

Cal and PB: high; KC: relatively low; glia-like
layers (#15) in the bottom part near ES: high

Note. The depth of the studied zone (Z) is given for the brain optical slices, from the PAM cell bodies to CC (I-V) or from CC to Cal (VI-X). N is the number of the
brain optic slice for a given zone (step 2 um). For different brains, there may be slight differences in depth of the given N.

The brain structures (here and below): g, a; 3, ’and yL — the corresponding lobes of MB, AL - the antennal lobes, AOT - the anterior optic tubercule, Cal - the calyx
of MB, CC - the central complex, EB - the ellipsoid body of CC, ES - the esophagus, FB - the fan-shaped body of CC, KC - the Kenyon cells, MB — the mushroom
body, MBI - the median bundle, No - the noduli of CC, PB - the protocerebral bridge, Ped - the pedunculus of MB, SEG - the subesophageal ganglion, SMP - the
superior medial protocerebrum, W — wedge. DAN clusters, according to (Mao, Davis, 2009): PAM - the protocerebral anterior medial cluster, PPL - the protoce-

rebral posterior lateral clusters, PPM - the protocerebral posterior medial clusters.

The distribution of DAN clusters corresponded to that
described in (Mao, Davis, 2009). PAM clusters were clearly
observed near SMP, with processes extending towards the
central part of the brain. The processes formed glomerular
structures around the MB horizontal lobes (y, 3 and B'L), pro-
bably being the synaptic endings innervating the correspond
areas. The structure #3 was located above yL, the structures
#5 and 8 — in the 'L area, the commissure #9 was seen in the
central part of the brain. TH signal was relatively low in fL
(see Suppl. Material 1). PPL1, PPM2 and other DAN clusters
were observed around Cal, sending their processes to the dif-
ferent brain areas (Fig. 2, a).

LIMKI1 was concentrated in the neuropil structures of the
anterior part of the brain, such as SMP and AL. The LIMK1-
positive granularity was observed inside SMP, between the B’
tips (#8) and around the ellipsoid body (EB) of CC (#10, 11).
LIMKI1 level was also high in thin tissue layers adjacent
to neuropil and some neural tracts, such as #12 around the
great commissure, #13 around wedge (W) and #15 near eso-
phagus (ES), morphologically resembling glia (Hartenstein,
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2011). LIMKI signal was lower in cell bodies of the neurons
surrounding AL (ALCB), probably being the cell bodies of the
projection neurons, as well as in KC surrounding Cal. Here,
LIMK1 was mainly concentrated in the cytoplasm, beyond
the nuclei. LIMK1 level was significantly decreased in all the
MB lobes and pedunculus (Ped), as well as in the CC struc-
tures, whereas in Cal and the protocerebral bridge (PB) it was
relatively high (see Suppl. Material 1). LIMK1 and TH co-
localization was observed in SMP, AL, Cal, the TH-positive
cells and processes, and in glomerular densities, such as #3,
5 and 6 (see Fig. 2, b).

To check that the antibody specifically binds to LIMK1, the
distribution of LIMK1 main product p-cofilin was assayed in
CS. The pattern of p-cofilin distribution was generally similar
to that for LIMK1 (Suppl. Material 2). The level of p-cofilin
was low in MB (including Cal) and CC (mostly EB, as well
as in the case of LIMK1). In contrast to LIMK1, p-cofilin was
mainly concentrated in the cell nuclei in the peripheral area of
the fly brain, such as Kenyon cells around Cal, as well as in PB,
subesophageal ganglion (SEG), and cell bodies surrounding
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Fig. 2. LIMKT1 spatial distribution in the CS brain.

a, Z-projection. AL level (above) and Cal level (below). Color scheme: green - CSP, red — TH, yellow - LIMK1, blue — DAPI.
b, Co-localization of TH and LIMK1 in different optic zones. Color scheme: green - LIMK1, red — TH, white - the areas of LIMK1 -
TH co-localization. The scale bar size is 50 um. See the Table for abbreviations and description of the optic zones.

AL. p-Cofilin was also localized in diffuse layers within the
brain structures, such as EB, probably formed by glia. The
p-cofilin-enriched cells were found in SEG, forming structures
with two glomerular branches (*), and around CC structures,
fan-shaped body (FB) and EB (**).

Several GAL4 activators were used to initiate /imk! RNA
interference. Both 6793 and 6794 strains specifically express
the green fluorescent protein (GFP) under GAL4 promoter.
In strain 6794, GAL4 was reported to be expressed in OL,
thoracic ganglion, different nerves, and cortex glia (Sun et
al., 1999; Okamoto, Nishimura, 2015). In 6794 > limkl-KD
hybrid, GAL4-driven GFP expression was detected in glia-
like cells, surrounding the neuropil structures, such as AL,
SMP, CC and its parts, as well as in the MB lobes, Ped and
some KC (Suppl. Material 3, @). GFP level was higher in alL
and BL compared to o'L, 'L and yL. The signal was lower
in Cal and virtually absent in most neuropil structures, such
as AL, SMP, CC and others. Thus, /imk! interference should
occur in Cal and some glia cells, where the levels of both
GAL4 and LIMK1 were relatively high. Similar distribu-

tion was observed in the control 6794 > limk[*“+” strain (see
Suppl. Material 3, b). In the strain 6793, GAL4 is expressed
in cholinergic neurons (CHN), with GFP signal in OL, AL
with the surrounding interneurons, the parts of CC, the great
commissure (GC), Cal and the mechanosensory area of SEG
(Salvaterra, Kitamoto, 2001). In the strains 6793 > limk-KD
and 6793 > limkl“+” (see Suppl. Material 3, c, d), we ob-
served a strong GFP signal in cell bodies surrounding SMP
and AL, as well as in some KC, several neuropil structures
(AL, o/BL, EB, FB), and GC. In all the studied strains, LIMK 1
distribution character appeared to be similar to that in CS.
To check that GAL4 is active in 7009 and 30027 strains,
we crossed them to strains expressing GFP under GAL4 pro-
moter. In 7009 > 32186 hybrid, we observed a prominent GFP
signal in cell clusters near SMP, morphologically similar to
the TH-positive PAM clusters. Some cells might be SRN, but
they constitute the minority of the observed neurons in this
area (Albin et al., 2015; Kasture et al., 2018). The processes
of PAM neurons extended to the horizontal MB lobes, includ-
ing yL, and the densely innervated B'L tip (#5) connected by

FTEHETUKA HACEKOMDIX / INSECT GENETICS 255



A.V. Zhuravley, E.S. Zalomaeva, E.S. Egozova, A.D. Emelin
V.V. Sokurova, E.A. Nikitina, E.V. Savvateeva-Popova

a commissure, and to a much lesser extent the BL tip (Suppl.
Material 4, a). EB was surrounded by the GFP-positive pro-
cesses extending from different parts of the brain. The GFP-
positive DAN around Cal were also observed. Hence, GAL4
activator of 7009 should suppress /imk! inside DAN, including
PAM neurons, which regulate memory storage in CCSP. The
fruitless-positive neurons (FRN) are responsible for mating
behavior. In 30027 > 32202 hybrid, we observed GFP in
some KC, in the cell bodies located near SMP and AL, and
glomerular structure, forming a ring-like structure around Ped
(see Suppl. Material 4, b). Similar structures were described
in (Yu et al., 2010). The distribution of LIMK1 in the hybrid
strains with and without /imk/l knockdown in the above neu-
rons was similar to that in CS (Suppl. Material 5).

The normalized intensity of LIMK1 signal was calculated
for several brain structures (Fig. 3). The LIMK relative levels
in specific structures were very similar for the CS brain and
the average brain of all the strains. The biggest differences
were observed for the TH-positive glomerular structure #6
(TH+(6)), which is possibly responsible for memory forma-
tion in CCSP. In the average brain, ALCB had the normalized
LIMK1 level about 1. Compared to them, AL, SMP and
TH+(6) structures had the higher LIMK1 level, whereas the
MB lobes, EB and Ped had the lower LIMK1 level. In agn®3,
AL and ALCB had the higher LIMK1 level compared to CS,
whereas most of the rest studies structures had lower LIMK 1
level. This corresponds to more contrast LIMK1 staining in
agn's3 relative to CS (Suppl. Material 6). There were no pro-
minent differences after /imkl knockout, except for several
structures with minor changes. The interstrain differences
might be local or beyond the resolution of the method.

3 h STM differs in hybrids

with and without limk1 interference

3 h STM was estimated for limk1-KD (f) > 6794 (m) and the
control limk1“+” (f) > 6794 (m) hybrids. In both cases, we
observed the decrease of courtship index (CI) after learning,
with its partial recovery after 3 h. The box plot height was
minimal for CS and rather big for UAS x GAL4 hybrids,
showing that the value of courtship suppression significantly
varied for individual flies. All strains were capable to learn in
CCSP, with learning index LI (0 h) immediately after training
ofabout 60-70 % (Fig. 4, @). The CS LI was still high after 3 h,
indicating STM preservation, in agreement with (Zhuravlev et
al., 2022). The strain with /imkl interference also preserved
STM: although its LI (3 h) was only about 20 %, it did not
statistically differ from that for CS, as well as from LI (0 h). In
the control strain, LI (3 h) decreased compared to LI (0 h) and
did not differ from zero, indicating the impaired STM. Thus,
while 3 h memory storage or retrieval was impaired in the
control strain, /imk! interference seems to improve 3 h STM.
At the same time, it did not affect the impaired 8 day LTM,
with only minor positive effect on 2 day LTM (see Fig. 4, b).

Neuron type-specific limk1 interference

differentially affects STM dynamics

To investigate the dynamics of STM decay in different strains
with limk] interference, we performed LI analysis immediately
and 24 h after learning (Fig. 5). To exclude the possible effect
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of eye color on learning and memory abilities, we applied
GAL4 (f) > UAS (m) crossing scheme, where both the strain
with /imkl knockdown and the control strain had the same
wild-type eye color. For 6794 activator (MB and glia), the
control strain showed nearly the same LI within 24 h, whereas
the strain with /imkl interference demonstrated a steeper
forgetting curve. Hence, 6794 > [imkl-KD showed high LI
after learning, but seemed to increase the speed of memory
forgetting on the interval 0-30 min. /imkI knockdown in CHN
(6793) was associated with significant decrease of LI within
60 min after training.

For DAN and SRN activator (7009), both the strain with
limkl interference and the control strain showed nearly the
same dynamics of STM decay, except for 30—60 min period.
limk1 interference was associated with a dramatic defect on
learning: LI did not differ from zero. LI (24 h) was negative
in both hybrids, possibly being the effect of sensitization:
males did not suppress the courtship activity but courted more
actively some time after training. For FRN activator (30027),
the effect of /imkl knockdown was the opposite to that of
MB/glia and CHN activators: /imk! interference decreased
the speed of forgetting, and LI (30 min) did not differ from
zero. Thus, the effect of limk [ interference on STM dynamics
appeared to depend on the neuronal type.

LIMK1 interference in CHN and FRN neurons

differentially affects courtship song parameters

Finally, we studied the influence of /imk! interference on the
male courtship song parameters. The hybrids with CHN and
FRN drivers were studied (Fig. 6). There were no interstrain
differences in interpulse interval (IPI), the species- and popu-
lation-specific parameter (Ritchie et al., 1994), and IPI vari-
ance (Var(IPI)), the marker of neurodegenerative processes
(Savvateeva-Popova et al., 2003). limk! interference in CHN
(6793) decreased the pulse song index and frequency (PInd,
PFr), increasing the mean period (Per), intertrain interval (ITI),
train duration (TrainDur), sine song duration (Sdur) and train
pulse number (PulseN). On the contrary, in the strain with FRN
activator (30027), limkI interference resulted in PFr increase,
as well as Per, ITI, SInd and SDur decrease. /imkl knockdown
by two different activators had the opposite effects on PInd,
PFr, Per, ITI and SDur, leveling the initial differences between
SInd, TrainDur and PulseN. Thus, /imk! interference in CHN
seemed to decrease the rate of switching from the singing
mode to silence mode and back, resulting in longer trains and
ITI, while /imkI interference in FRN neurons generally had
the opposite effect.

Discussion

In mammals, LIMK - and cofilin-dependent actin remodel-
ing is widely involved in regulation of synaptic processes,
such as exocytosis, receptor trafficking and remodeling of
dendritic spines. These processes underlay long-term potentia-
tion (LTP), long-term depression (LTD) and different forms of
memory. LIMK1 also affects gene expression through CREB
and LTM formation. Deregulation of LIMK1-dependent
actin remodeling is involved in multiple pathologies, such as
Alzheimer’s and Parkinson’s diseases, Williams syndrome,
schizophrenia, and autism (Ben Zablah et al., 2021).
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LI (0 h/0 day) (two-sided randomization test; p < 0.05, n = 20).
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Fig. 5. STM dynamics in Drosophila strains with neuron type-specific limk1 suppression.

Cl - courtship index, LI - learning index. X axis: time (min; 24H — 24 hours). Stat
randomization test; p < 0.05, n = 20).

In mature neurons, actin is enriched in both pre- and post-
synaptic structures, such as dendritic spines, regulated by
Rho signaling pathway. The action of LIMKI1 on actin po-
lymerization and memory processes is rather complex, being
dependent on the mode of LIMKI1 regulation (transient or

istical differences: # from CS, $ from LI (0 min), * no difference from zero (two-sided

long-term overexpression) and cofilin level. While the active
cofilin destabilizes fibrillar actin, in high concentrations it
increases actin polymerization and nucleates actin filaments
in dendritic spines during long-term potentiation (reviewed
in Cuberos et al., 2015). Thus, it is hard to predict the integral
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Fig. 6. Courtship song parameters in Drosophila hybrids with neuron type-specific imk1 interference.
Hybrid numbers: 1.6793 > limk1-KD; 2. 6793 > limk1“+" (CHN); 3. 30027 > limk1-KD; 4.30027 > limk1“+" (FRN). Statistical differences: hybrids
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ters. Median is shown by the red line, the mean value is shown by the green line.

effect of LIMK1 and cofilin activity on memory processes.
It was crucial to check the behavioral effects of Drosophila
limk1 suppression in specific types of neurons.

Using paraffin section staining, both LIMK1 and its product
p-cofilin were shown to be homogeneously distributed in the
brain neuropil, with maximum level in CC (Lopatina et al.,
2007). Our results of the confocal microscopy analysis gave
a different picture of LIMK1 distribution, quite similar for all
the studied strains. We have shown a specific LIMK1 decrease

in MB, which is responsible for associative learning, as well as
in CC, involved in higher movement control (Strauss, Heisen-
berg, 1993). This puts under question the role of LIMKI in
the aforementioned processes. However, LIMK 1 was present
in the cell bodies and processes of DAN, which interact with
MB and CC (Mao, Davis, 2009) and regulate memory and
forgetting. The observed p-cofilin distribution resembled this
for LIMK1: its level was low in the MB lobes and CC. The low
level of p-cofilin in the MB lobes had been previously shown

FTEHETUKA HACEKOMDIX / INSECT GENETICS 259



A.V. Zhuravley, E.S. Zalomaeva, E.S. Egozova, A.D. Emelin
V.V. Sokurova, E.A. Nikitina, E.V. Savvateeva-Popova

(Abe et al., 2014). In contrast to LIMK1, p-cofilin level was
low in Cal formed by PN and KC terminals and high in cell
nuclei. The latter corresponds to its functioning in the cell, as
cofilin phosphorylation is necessary for its translocation into
the nucleus (Abe et al., 1993).

The effectiveness of /imkI suppression at the RNA level was
confirmed using Act-GAL4 activator in the whole Drosophila
body. GAL4 was also active in specific brain areas of the cor-
responding strains. However, we failed to quantitatively check
the changes of /imkl expression in Drosophila UAS x GAL4
hybrids with neuronal-specific GAL4 expression. The de-
crease in LIMKI1 level might be local or too small. limkl
interference might also induce the compensatory activation
of LIMK1 translation.

To study limkI knockdown effects on memory, we used
CCSP modification applied by (Kamyshev et al., 1999):
training was performed with the mated female. In this case,
courtship learning results from the rise of sensitivity to the
antiaphrodisiac cis-vaccenyl acetate (cVA) due to unsuccessful
courtship. ¢VA is not required for learning, being necessary
for memory performance. aSP13 DAN, which innervate the
fru-positive tip of YL, are necessary and sufficient for courtship
learning (Keleman et al., 2012). 24 h memory consolidation
requires the prolonged aSP13 stimulation and Orb2 dimeriza-
tion in some y neurons (Kriittner et al., 2015). o/ neurons are
involved in LTM processes (Redt-Clouet et al., 2012; Jones
et al., 2018). Hence, other DAN innervating o/pL of MB,
including PAM and PPL1 cells (Aso et al., 2014a), may also
be involved in LTM.

The behavioral differences were observed after /imk/ in-
terference, e. g., the restoration of 3 h STM for limkl-KD >
6794 strain. GAL4 drivers themselves affected memory
abilities, which were generally decreased compared to CS.
The drivers also significantly affected the forgetting curves.
Thus, we studied the effects of limkl interference relative to
a control strain with the same GAL4 driver. We applied two
different crossing schemes — UAS (f) > 6794 (m) (for 3 h
STM and LTM analysis) and reverse (in the other behavioral
experiments). In the first case, the control UAS > limk[“+”
hybrid had bright eyes due to v/1] recessive allele, in contrast
to UAS > limk1-KD hybrid with the wild type dark red eyes.
The observed 3 h STM differences are unlikely to be asso-
ciated with the differences in eyes pigmentation, as v/1] flies
showed a normal 3 h STM and 2 day LTM in CCSP (Nikitina
etal., 2021), while both forms of memory were impaired in the
control strain. However, memory retention depends on parent
affect, with some paternal epigenetic factors affecting STM
strength (Medvedeva etal., 2021). For 6794 > limk[-KD strain,
we did not see STM difference from the control strain, though
learning ability slightly increased after /imkl knockdown (see
Fig. 5). Thus, when studying LIMK1 effects on learning and
memory, it is necessary to consider the crossing direction.

Acetylcholine is the major excitatory neurotransmitter in
Drosophila. Among CNH are: PN forming synapses on KC
of MB (Yasuyama et al., 2002), the MB intrinsic neurons that
are responsible for olfactory memory, expressing ChAT and
VAChT (Barnstedt et al., 2016), and the o/f core neurons re-
quired for LTM consolidation (Yi et al., 2013). In the hybrids
with 6793 driver (GAL4 expressed in CHN), GFP level was
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specifically high in a/BL compared to the other MB lobes.
Here, limkl interference resulted in faster STM forgetting.
This contradicts the cofilin role in active forgetting shown in
OAVL, where cofilin was proposed to be regulated by LIMK 1
(Shuai, Zhong, 2010). The involvement of LIMK1 and co-
filin in forgetting may occur locally, within specific neuronal
populations or synaptic terminals. At the same time, LIMK1
may be crucial for memory storage and retrieval in CCSP.
The glutamatergic MBON M6 neurons serve for STM output:
aSP13 DAN prolongs potentiation of YL — M6 synapses (Zhao
et al., 2018). Some cholinergic MBON appeared to regulate
the Drosophila visual appetitive memory (Aso et al., 2014b).
As the extrinsic MB cells responsible for CCSP memory were
similar to those used for appetitive memory (Montague, Baker,
2016), the decrease in 60 min STM might occur due to /imkI
suppression in some of these neurons.

The hybrids with 7009 driver (DAN and SRN) showed
generally low CI values and negative LI values 24 h after
learning. Males of these strains had pale pink eyes because of
defects of eyes pigmentation, due to non-complete w/1118]
rescue. w/1118] males demonstrated low courtship activity
and success, presumably due to some defects of sexual de-
velopment and maturation (Xiao et al., 2017). However, the
control 7009 > limkl“+” strain had normal LI up to 60 min
after training. /imkl knockdown by 7009 driver was associated
with dramatic defects of learning and memory: LI just after
training did not statistically differ from zero. Thus, LIMK1-
dependent signaling in DAN and SRN seems to be important
for learning and memory in CCSP.

limkl knockdown by 30027 driver (FRN) decreased the
forgetting rate in the time interval 30—60 min. This corre-
sponds to the role of actin-remodeling pathway in forgetting
in OAVL paradigm (Shuai et al., 2010). LI of the control
strain did not differ from zero starting from 30 min after
learning, while /imkl knockdown increased it. In males, FRN
are responsible for courtship behavior. There are ~1500 FRN
in the Drosophila brain, including sensory organs, lateral
horn, lateral protocerebrum, SMP arch and motor control
centers. Together they provide multisensory integration to
regulate the male courtship process (Yu et al., 2010; Liu et
al., 2019). Some CHN and DAN are also Fru-positive, such
as ~300 yL neurons and aSP13 DAN located in SMP, which
regulates courtship learning and memory. The activity of fru
gene was reported to decrease upon LTM formation in CCSP
(Winbush et al., 2012). Hence, suppression of some FRN ac-
tivity may be associated with memory prolongation and con-
solidation.

In addition to memory processes, /imkI interference affected
some parameters of the male courtship song. As well as for
courtship memory, we observed the opposite functional effects
of limk1 knockdown in FRN and CHN. FRN of the P1 class
initiate Drosophila courtship behavior and trigger courtship
song. pIP10 neurons possibly convey the P1 signal to thoracic
dPR1 and vPR6 neurons, proposed to be the parts of a central
pattern generator (CPG), which defines the time and shape of
the pulse song. vPR6 possibly encode IPI (von Philipsborn et
al., 2011). Pulse and sine CPG either contain FRN or interact
with them. As sine and pulse song normally do not overlap,
the mutually inhibitory mechanisms must exist, switching
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between quasilinear and relaxation modes of oscillation for
sine and pulse song, respectively. Some descending interneu-
rons may control the type of the song, while the others trigger
singing or terminate the song (Clyne, Miesenbdck, 2008).

Indeed, we observed the opposite changes of PInd/PFr and
SInd/SDur upon /imk1 interference in CHN and FRN, moving
the balance toward the sine and pulse song, respectively. The
increase in PFr after /imkl knockdown in FRN might indicate
the negative role of LIMK 1-dependent signaling on activity
of the pulse CPG or the upstream brain centers, which switch
them from active to silent mode. CC is important for control of
stability of pacemakers, which regulate the rhythmic structure
of courtship song. PB destruction leads to sound signal distor-
tions, FB and EB destruction additionally decreases sine and
pulse trains (Popov et al., 2004). CC includes a large number
of neuronal types, such as CHN, DAN, SRN, and others. CHN
are present in FB, EB, No and PB (Kahsai, Winther, 2011),
similarly to what we observed in our research. Hence, they
probably play some role in regulation of male singing. The
opposite effects of limk! interference in CHN and FRN may
indicate a specific role of LIMK1 in courtship controlling
network, whereas the other parts of the brain possibly have
a total antagonistic effects on its activity. Alternatively, CHN
and FRN fru neurons may differ in some aspects of regulation
of LIMK1-dependent signaling pathway.

Conclusion

In summary, we have shown that effects of /imk! interference
in Drosophila male courtship memory and song depend on
both the neuronal type and specific behavioral parameter.
limk1 interference in CHN and FRN had generally opposite
effects, whereas its suppression in DAN and SRN impaired the
flies’ ability to learn. Using activator strains with a narrower
pattern of GAL4 expression would help to better localize the
brain structures, where LIMK1 regulates memory and for-
getting in CCSP. Among such putative structures are yL and
aSP13 DAN innervating y5 area, as well as other DAN par-
ticipating in memory formation, consolidation and retrieval.
Studying the behavioral consequences of /imkl overexpression
in different brain areas will complement the estimates of the
effects of its suppression. The above investigation should also
focus on LIMK1 partner proteins, such as cofilin in its active
and phosphorylated form.
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O npupoae NMKOOMPHABUPYCOB
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AHHoTayus. CuntaeTcs, 4To NKobrpHaBupycsl (Picobirnaviridae, Picobirnavirus, NMBB) ABNSIOTCSA BUPYCaMU XKUBOTHbIX,
TaK Kak 1x 0OblYHO HaxodAT B ob6pasuax CcTyna *KMBOTHbIX. OfHaKO A0 CMX MOP He HalnAeHa MOAENb XUBOTHOIO 1N
KNIeTouHas KysbTypa Ans UX pa3mMHOXeHUA. B 2018 . 6bii10 BbIABVHYTO 1 SKCMEPUMEHTaNIbHO 06OCHOBAHO rMMNOTETY-
Yyeckoe npeanonoxeHue o nprHagnexxHocTun NMbB K Bupycam npokaproT. ITa rmnoTesa OCHOBaHa Ha NPUCYTCTBUM B
reHome Bcex BB nepepn Tpema oTKpbITbIMU pamKkamu cunTbiBaHuA (ORF) B caliTe cBA3biBaHMA C prubocomon nocneso-
BaTenbHocTel WanHa-JanbrapHo, KOTOPbIMM HACbILLEH FeHOM MPOKapMOT, TOFAA Kak B FeHOME 3yKapuroT Takue yyacT-
KW BCTPEYaloTCA C HU3KOW YacToTol. HacbileHHOCTb reHoMa nocnefosatenbHocTaAMY LWaiHa—[lanbrapHo, a Takxe
COXpaHeHMe Tako HaCbILEHHOCTH Yy MOTOMCTBA, MO MHEHMIO YUYeHbIX, M03BOAAET OTHeCTU BB K BUpycam NpoKapurorT.
B TO e Bpems CyLlecTBYeT BEPOATHOCTb NprHaanexxHocTy MNBB K Bupycam 3yKaproTUyYecKux Xo3ses — rpubos nnm
6eCrn03BOHOYHbIX, MOCKONbKY 6blin 06HapyxeHbl [BB-nofobHble nocnefoBaTeNbHOCTY, CXOAHbBIE C FEHOMOM BUPY-
CoB rpnboB 13 ceMencTB MUTOBMPYCOB 1 MapTUTUBUPYCOB. B CBA3M C 3TUM BO3HMKIO NpeAcTaBfieHne, YTo Mo Cro-
coby penpogykuumn MNBB HanoMuHaT BUPYCbl FprboB. PacxoxaeHne BO B3rniAAax Ha UCTUHHOIO X03fAMHa (X03AeB)
MBB BbI3BaNO AUCKYCCMIO CPeAN YUYeHbIX U NOTpeboBano fasbHENLLNX NCCeA0BaHUIA ANA BbIACHEHUA UX MPUPOADI.
B 0630pe ocBelyeHbl pe3ynbTaTbl UCCNefoBaHMi No NoucKy xo3anHa MBB. MNMpoaHann3rnpoBaHbl MPUYMHBI NOABAEHNA
Ccpean MHOXeCTBa XxapakTepHbix AnA NbB nocnepoBaTenbHOCTEN reHOMa aTUMMYHBIX NOCe0BaTeIbHOCTEN, UCMOSb-
3ytoLWmx Ana TpaHcaauum BupycHoi PHK-3aBucrmoin PHK-nonumepasbl (RARp) BMeCTo cTaHAapTHOrO FreHeTNYECKOro
KOfa anbTepHaTVBHbIVI MUTOXOHAPWANbHbIV KOL HU3LIKX SyKapuoT (rprmboB 1 6ecno3BoHoYHbIX). Llenb 063opa co-
cToANa B cbope aprymMeHTOB B NOAAEPXKKY rnoTesbl, nonaratowein darosyto npupogy MNBB 1 nouck Hanbonee peanu-
CTUYHOTO O6BACHEHNA NMPUYVIH BbIABNEHVA HECTaHAAPTHbIX Ans M5B reHoMHbIX NocnepoBaTenibHOCTel. Onupasch Ha
rmnotesy o reHeanornyeckom pogctse MNbBB ¢ PHK-Brpycamu ns gpyrmnx cemencts co CXOAHbIM CErMEHTUPOBAHHbIM re-
HOMOM, Takumu Kak Reoviridae, Cystoviridae, Totiviridae w Partitiviridae, Bupyconorn nogaep»<usatoTt npenosioxeHme
0 peLlatoLlet Ponu B NPOUCXOXKAEHNM aTUMNNUHbIX [B5B-Noao6HbIX WTaMMoB peaccopTauuny mexay MNbB n Bupycamu
nepeuncrieHHbix cemencTs. CoO6paHHble apryMeHTbl CBUAETENbCTBYIOT O GOJbLLOI BEPOATHOCTY GaroBoi Npupoabl y
MBB. MpepacTaBneHHble B 0630pe faHHble CBUAETENbCTBYIOT, YTO NPUHaanexHocTb MBbB-nogo6Horo notomctaa K Bu-
pycam NpoKapuoT WK dYyKapuoT ONpefenseTca He TONbKO CTEMEHbIO HaCbIeHNA ero reHomMa NpPoKapuoTUYeCKM
MOTUBOM, CTaHAAPTHBIM U MUTOXOHAPUASIbHBIM FeHETUYECKM KOJOM. Peliatolwm GakTopoM MOXKET ABAATLCA TakK-
e NnepBuYHas CTPYKTYpa reHa, KOAMpyoLlero 6enoK BUPYCHOro Kancuaa, OTBEYAOLLEro 3a Hanmnyme Uim oTcyTcTeue
cneunduYecKnx NPOTEONNTAYECKMX CBOVCTB Y BUPYCA, ONPefensatoLmnx ero Coco6HOCTb K CaMOCTOATENbHOMY ropu-
30HTa/IbHOMY PacnpOCTPaHEHNIO B HOBbIE KIETKU.

KnioueBble cnosa: NMKOOBUPHABMPYC; CErMEHT FeHOMa; KIEeTKa-X03AVH; MUTOXOHAPWANbHbLIN FeHETUYECKUIA KOop;
dunoreHeTnyeckoe fepeBo; peaccopTauma.

Ana untnposanua: KawHukos A.lO., Enudarosa H.B., Hosrnkosa H.A. O npupoae nnkobrpHasupycos. Basuosckuli
XKYpHas 2eHemuKu u cenekyuu. 2023;27(3):264-275. DOI 10.18699/VJGB-23-32

On the nature of picobirnaviruses

A.Yu. Kashnikov@®), N.V. Epifanova, N.A. Novikova

I.N. Blokhina Nizhny Novgorod Research Institute of Epidemiology and Microbiology, Nizhny Novgorod, Russia
® akashn@yandex.ru

Abstract. The picobirnaviruses (Picobirnaviridae, Picobirnavirus, PBVs) are currently thought to be animal viruses, as
they are usually found in animal stool samples. However, no animal model or cell culture for their propagation has yet
been found. In 2018, a hypothetical assumption about PBVs belonging to prokaryotic viruses was put forward and
experimentally substantiated. This hypothesis is based on the presence of Shine-Dalgarno sequences in the genome
of all PBVs before three reading frames (ORF) at the ribosomal binding site, with which the prokaryotic genome is
saturated, while in the eukaryotic genome such regions occur with low frequency. The genome saturation with the
Shine-Dalgarno sequences, as well as the preservation of this saturation in the progeny, according to scientists, allows
us to attribute PBVs to prokaryotic viruses. On the other hand, there is a possibility that PBVs belong to viruses of euka-
ryotic hosts - fungi or invertebrates, since PBV-like sequences similar to the genome of fungal viruses from the families
of mitoviruses and partitiviruses have been identified. In this regard, the idea arose that, in terms of reproduction
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mode, PBVs resemble fungal viruses. The divergence of views on the true PBV host(s) has sparked discussions among
scientists and required further research to elucidate their nature. The review highlights the results of the search for a
PBV host. The reasons for the occurrence of atypical sequences among the PBV genome sequences that use an alter-
native mitochondrial code of lower eukaryotes (fungi and invertebrates) for the translation of viral RNA-dependent
RNA polymerase (RdRp) instead of the standard genetic code are analyzed. The purpose of the review was to collect
arguments in support of the hypothesis about the phage nature of PBVs and to find the most realistic explanation
of the reasons for identifying non-standard genomic sequences for PBVs. Based on the hypothesis about the genea-
logical relationship of PBVs with RNA viruses from other families with similar ssgmented genomes, such as Reoviridae,
Cystoviridae, Totiviridae and Partitiviridae, virologists support the assumption of a decisive role in the origin of atypical
PBV-like reassortment strains between PBVs and viruses of the listed families. The collected arguments given in this
review indicate a high probability of a phage nature of PBVs. The data presented in the review show that the belonging
of PBV-like progeny to prokaryotic or eukaryotic viruses is determined not only by its genome saturation level with a
prokaryotic motif, standard or mitochondrial genetic code. The primary structure of the gene encoding the viral capsid
protein responsible for the presence or absence of specific proteolytic properties of the virus that determine its ability
for independent horizontal transmission into new cells may also be a decisive factor.

Key words: picobirnavirus; genome segment; host cell; mitochondrial genetic code; phylogenetic tree; reassortment.
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BBepeHune

[Tuxo6upuasupycs! (IIbB) — ato Menkue 6e3006010ueUHBIC
BHPYCHI ¢ OMCErMEHTHPOBaHHBIM AByIenouedHbiM PHK-re-
HOMOM, KOTOpPBIE OBbUTH OOHAPYKEHBI y CAMBIX Pa3HbIX BUJ/IOB
YKUBOTHBIX, BKJTIOUast OECIIO3BOHOUHBIX, & TAKXKE B 00pasiax
OKpy:xatoreil cpezpl. VX HaXoauiIu B COAEPKUMOM KHUIIIed-
HUKa Yy JIIOJICH 1 )KMBOTHBIX C IMapeci u 0e3 Hee, BCIIeCTBUE
yero [IBB cunranuch yciOBHO-NATOTEHHBIMU KUIIEYHBIMU
BUPYCaMH MJICKOIIMTAIOINX ¥ NTHL. ORHAKO KyJIbTypa Kile-
TOK JKUBOTHBIX WJIM )KHBOTHOE-THOTOOMOT, T MOT OBI paz-
MHOKaThCsI TOT BUPYC, JI0 CUX MOp HE oA00panbl. JlaHHbBII
(bakT 3acTaBMI HEKOTOPBIX MCCIIENOBATEICH YCOMHHUTHCS B
MPUHA/JISKHOCTH MUKOOMPHABUPYCOB K BUPYCaM YKapHOT.
Wupniickue yuensie S.R. Krishnamurthy u D. Wang (2018)
TIPOAHATU3UPOBAIH OOJIBIIIOE YHCIIO TOTHOPa3MEPHBIX (TI0UTH
MOJTHOPa3MEPHBIX) TEHOMHBIX MociienoBarenbHoctell [16B,
00OHapyKeHHBIX B (peKanusix Jrozieil, )KMBOTHBIX U 00pa3iax
oKpykaromieil cpensl. B pesynsrare B remome I16B Obutn
BBISIBJICHBI ITPOKAPUOTHYECKNE MOTHBBI (Y4acTKH), pacro-
JIOKCHHBIC TIEPE OTKPBITHIMU paMKaMU CYUTBIBAHWA B canre
CBsI3bIBaHNS C pubocoMoii. Ha ocHOBaHMY MOy YEeHHBIX AaH-
HBIX BBIJJBUHYTA 1 9KCIIEPUMEHTAILHO 000CHOBaHa IMITOTE3a
o npuHaanexxHoctu 1B k Bupycam mpokapuor — 6axte-
puocaram (Krishnamurthy, Wang, 2018), xoTopas B manb-
HelinreM OblIa MOAKpEeIyIeHa PsIOM JIPYTUX HCCIIEAO0BaHUM
(Adriaenssens et al., 2018; Boros et al., 2018; Kleymann et
al., 2020).

C npyroii CTOpOHEI, mociie oOHapysxeHust HOBbIX [1BB-mo-
JIOOHBIX HYKJICOTHAHBIX MMOCJICA0BATCILHOCTEH, KOAUPYIO-
mmx PHK-3aBucumyto PHK-nonumepasy, HO HCIIONB3YOMMX
JUISl TPAHCILSIIIMY JITEPHATUBHBIA (HECTaHIAPTHBIN) MHUTO-
XOHJpUAJbHBIA TeHETHYECKUH KO (TUIECEHH WITH OeCTI03BO-
HOYHBIX XMBOTHBIX), OBLIO BBICKA3aHO INPEAIOJIOKEHHE,
yto [IEB MoryT OBITH 'PHOKOBBIME BHPYCaMH CO CIOCOOOM
peNpoONyKIMH, HAIOMUHAIOIIKUM TaKOBOM Y MHUTOBUPYCOB
(Yinda et al., 2019; Kleymann et al., 2020).

OTH IPOTUBOPEUHS, BBI3BABILUE JUCKYCCUIO CPEIH YUEHBIX
M0 BOMPOCY O MPHUPOJIE UICTHHHOTO X03sMHa (x03sieB) [16B,
MOXET Pa3peInTh THITOTEe3a, BEBUHYTasA B 2018 . Y.I. Wolf
¢ xomeramu (Wolf et al., 2018) n nopnepkanHast APyruMu
uccaenosarensivu (Chauhan et al., 2021). lannas runoresa

0O0BSCHSACT MPOUCXOXKIEHNE aHOMaNbHBIX mTaMMoB [1BB
CKJIIOHHOCTBIO 3THUX BUPYCOB K PE3KOM T'€HETHUYECKOH MO-
JTU(UKAIIN BCIICACTBUE PEacCcopTallii CErMEHTOB T'eHOMa,
ormmcanHoit panee (Conceigdo-Neto et al., 2016), u mpuoo6-
pETCHHEM CIIOCOOHOCTH OakTepruodara K perpomyKIuu B
KJIETKaX OpraHu3ma JIpyrod TaKCOHOMUYECKOW I'pyIIbl —
HU3IIIETO 3yKaphoTa.

B nacrosiimem 0030pe IpoaHaTIU3HPOBAHBI UMCIOIIHACCS
myOIMKaIMY, OCBEIIAIOIINE COBPEMEHHBIE MPEICTaBICHHS
0 npoucxoxaeHuu u spomonuu I1bB, a Taxke nposeneHa
JIUCKYCCHSI TI0 BOIPOCY O MPOKAPHUOTHUECKON I 3YKAPUOTH-
YeCKOU MPUPOJIC UX HCTUHHBIX X0351eB. L1es1b paboThl cocTosiia
B cOOpe apryMEeHTOB B MOIEP)KKY THIIOTE3BI, ITOJIaraonien
(haroyro npupoxy [1bB, 1 moncke HanboIEE PeaTCTUIHOTO
0OBSICHEHHSI IPUYHH BBISABICHUS HeCTaHAAPTHBIX /i [1BB
TEeHOMHBIX TTOCIIEI0BAaTeIHbHOCTEH.

XapakrtepucTtuka NbB

[TukoOGmpHABHPYCH — 3TO 6€30007I0UEUHBIE BUPYCHI C HKOCA-
anpudeckuM THnoMm cummerpun (T = 2), amamerpom ~ 33—
37 HM, IpUHAJICKAIIKE K SIUHCTBEHHOMY pony Picobirna-
virus B cemenicte Picobiraviridae nopsinka Diplohnavirales.
Jeyuenoueunsnii (m) PHK-renom I1BB coctouT m3 nByx
OTJIEJIbHBIX CETMEHTOB pa3mepamu 2525 u 1745 n. 1. (puc. 1).
Wudopmanus o ctpykrype BuproHa u renoma [16B, apeane
pacnpoCTpaHeHHOCTH, CBSA3H C THapeei, ypoBHE SKCKPEIHH,
OMIMOPTYHUCTUYECKOM (YCIOBHO-IIATOTEHHOM) ¥ 300HO3HOM
XapakTepe BUpyca, MNPOKOM TKaHEBOM TPOIHM3ME U TEHETH-
yeckol BapradeIbHOCTH NpHBeieHa B 0030pax (Ganesh et
al., 2014; Kamraukos u ap., 2020; Ghosh, Malik, 2021). Tam
JKe OTMHCaHBI crioco0r! ammumndukanuu, [TIP-mnarnoctnkn
Y CEKBEHMPOBAHUS TCHOMA 3THX BUPYCOB.

Hcnonb3yst uinoreHeTHUECKUid aHaIM3 Ha OCHOBE HY-
KJIEOTUAHOU mociienoBareibHOoCTH rena PHK-3aBucumoii
PHK-nosmmmepaser (RdRp), pacnonoxeHHoro B cermMenre 2
reHoma, uccnenonarenu aesst [16B Ha nmsats renorpynm: GI,
GII (Rosen et al., 2000), GIIT (Smits et al., 2014), GIV u GV
(Li et al., 2015), cpenn KOTOPBIX BCTPEUAIOTCS FeHETHYE-
cku BapuabenbHble kiactepsl. [enorpynnsl Gl u GII yame
BcTpeuatorcs B kiactepe [1BB, BBISIBIIIEMBIX y TO3BOHOUHBIX
JKMBOTHBIX ¥ 4ernoBeka. [enorpymma GIII Obi1a o6HapyxeHa
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N.A. Novikova of picobirnaviruses
CermeHT 1 157 829
. | ORF2 2525
5 , 3
3 ORF1 5
48 167 828 2484
Cermewr2 1 o4 1696 1745
=] RdRp =

Puc. 1. Opranu3sauus reHoma BB yenoseka (wramm Hy005102), oTHocswerocs K reHorpynne | (Ghosh, Malik, 2021).

CermeHT 1 reHoma Hy005102 coctouT 13 Tpex OTKPbITbIX pamok cuntbiBaHuA (ORF) — ORF1, ORF2 n ORF3. Pamka ORF3 kogupyeT npeg-
LecTBeHHVK 6enka Kancupa Bupyca. CermeHT 2 nmeet oaHy ORF, kogupyiowwyto BupycHyto PHK-3aBrucrmyto PHK-nonumepasy (RdRp).

MpopykTbl ORF1 1 ORF2 He ngeHTMoMLMpoBaHbI.

Marmot PBV HT1T ~———
ANZ46150/Turkey 7
AKN50621/Horse 2
AFJ79071/Otatine —

Gl BAD98236/Human /
Marmot PE IV HT3

GIV  Marmot PE IV HT4 s
AKN50617/Horse 4 ——

Glll

AIG71990/Human
AAG53584/Human ———
BAJ53294/Human —
Marmot PBV 1 HT2 /

GVI
"> contig 251024

o
AKN50621/Horse 3 —

AKN50618/Horse T — ——

—_—

Gll

—

RdRp 0.5

Puc. 2. QunoreHeTnyeckoe fepeBo, AEMOHCTPUPYIOLLee Hanuyme nATr
npepanonaraembix reHorpynn MNBB, BbIABNEHHbIX Y CypKa.

MOCTPOEHO Ha OCHOBE HYKNEOTUAHbIX NOCNE[OBATENIbHOCTEN MOMHOIO reHa
RdRp. KpacHbiM LiBeTOM 0603HaueHbl nocnefoBaTtenbHocT reHomos BB
CypKa, YepHbIM — NoCnefoBaTenbHOCTH reHoma BB oT apyrux xo3ses (Luo et
al., 2018, c mogudmrKaumamm).

y 6ecno3BonouHbIX (Shi et al., 2016), a GIV u GV BbisiBiIeHbI
B IPHOKOBBIX U IPOKAPHOTHIECKUX KIIETKax-Xo3seBax (Knox
etal., 2018). Bece sate renorpynn [16B, Haiinennsie y ogHOTO
X03siMHa (CypKa), IIpeACTaBlIeHbl Ha GuiorpaMme (puc. 2) B
uccnenosanny (Luo et al., 2018). OCHOBHBIMHU T€HOTPYTITIAMHA
ITBB siBisitorest GI n GlI, n3 koTophIX Hanbosee pacnpocTpa-
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Hensl [16B renorpynmei I (Shi et al., 2016; Kumar et al., 2020;
Ghosh, Malik, 2021).

VYcranosneno, 4yro [1B6B, orHocsmuecs k oxnoir RdRp-
TEHOTPYTIIIe, MOTYT OBITh BBISBICHBI y MPHHAIICKAIINX
pa3HBIM BHIAM MpPEAIIONaracMbIX Xo3seB. Takke oKa3aHo,
YTO Y «XO03IMHa» OIHOTO BUia oOHapy xkuBarorcst [IBB pa3Hbix
rerorpym (Ganesh et al., 2014; Malik et al., 2014; Woo et al.,
2014,2019; Li et al., 2015; Gallagher et al., 2017; Navarro et
al.,2017; Boros et al., 2018; Duraisamy et al., 2018; Ghosh et
al.,2018; Yinda et al., 2019; Joycelyn et al., 2020; Kleymann
etal., 2020; Ghosh, Malik, 2021). B 1o e BpeMsI HACTOSIIHN
xo3auH [1bB 10 Hactosiero Bpemenu He onpezeneH. Cpe-
I BBICIINX 3YKAapHOT HE YAAJIOCh MOJ00paTh HU KYJIBTYpY
KJICTOK, HU JKHBOTHBIX-THOTOOHOHTOB UTS YCIICIITHOTO Pa3-
MHOxeHus Bupyca (Ganesh et al., 2014; Malik et al., 2014;
Delmas et al., 2019; Kleymann et al., 2020).

B nanereitmem, no mepe uszyuenus I[1bB, y uccrnenosare-
JICH MOSBUJIMCH COMHEHHUS I10 MOBOMY TOTO, YTO XO35ICBAMU
STHX BHPYCOB MOTYT SBISTHCS KICTKH BBICIINX JYKAPHOT
(Adriaenssens et al., 2018; Boros et al., 2018; Krishnamurthy,
Wang, 2018). HegaBro oOHapy»keHo, uto oT nuPHK-Bupycos
BBICIIHNX dYKapHOT (Reoviridae) IIBB oTim4aroTcst HE TOIBKO
APXUTEKTYPOU KarCHAa, HO U TEM, UTO, TIPEAMIOIOKHUTEIBEHO,
MOryT MHGUIMPOBaTh Npokapuorhueckue kietku (Knox et
al., 2018; Krishnamurthy, Wang, 2018).

MMnotesa o ¢arosoii npupope N6B
M CBA3aHHbIe C Hel nportnBopeyna
Jo nosiBnenwst rumnotessl S.R. Krishnamurthy, D. Wang (2018)
cuuTanocs, 4yro I1IbB sBIAIOTCSA BUpyCcaMM 3YKapHOT, TaK
Kak MX OOHapy>XHMBaJlIM y CaMbIX PAa3HBIX BH/IOB KUBOTHBIX,
BKJTIOYast Oecrmo3BoHOYHBIX. [lockoneky I[IBB-momo0HbIe
MOCJIE0BATENLHOCTH Yallle BCEro HAXOUIH B COIEP)KUMOM
KUIIIEYHHKA JIOAEH U )KNBOTHBIX C AUapeeh nim 6e3 Hee, OHU
CUUTAJIMCH YCIOBHO-TIATOTCHHBIMH KUIICUYHBIMUA BHPYCAMHU.
Ho BHMpOM KHIIIEYHHMKA y JKUBOTHBIX COAEPIKUT HE TOJIBKO
9YKapHOTHUYECKHUE, HO U TPOKAPHOTHIECKUE BUPYCHI, KOTOPBIE
0OBIYHO COCTaBISIIOT HanbonbiIyto ero noio (Yinda et al.,
2018). Jlornuno npenmnonoxuthb, uyro [16B npucyrcTByoT He
B KJIETKaX KHIIEYHUKA, & B €TO COIEPKUMOM U MOTYT OBITH
MIPOKapUOTHYECKUMHU BUPYCaMU MHKPOOMOMa KHIIEYHUKA
(Adriaenssens et al., 2018; Kunz et al., 2018; Delmas et al.,
2019; Bell et al., 2020; Guajardo-Leiva et al., 2020; Ghosh,
Malik, 2021).

B stoMm ciyuae yposens BoisaBineHus IIBB nomxkeH coorser-
CTBOBATh KOJMYECTBY OAaKTEPHi, B KOTOPBIX OHH Pa3MHOXa-
10Tcs. B wactHocth, B nccnenosannu (Kleymann et al., 2020)
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A.10. KawHwukos, H.B. EnndaHosa
H.A. HoBukoBa

CO00IIIAIOCH O BRICOKHX ITOKa3aTessix o0HapyxeHus (35.36 %,
29/82) TIBB GI B o6pasmax ¢exannii HHIAICKOTO MaHTyCTa
Ha 0. CenT-Kutc (oauH M3 Manbix AHTHIIBCKHX OCTPOBOB),
YTO MOIJIO O3Ha4YaTh cocpeoToueHue dakrepuii-xossies [16B B
nTaHHOM MecTHOCTH. [Tpryem HaOmonamack pa3sHUIa 4aCTOTHI
obuapysxenus [16B y MaHTycTOB U3 rOpocKoii cpesl U 1u-
KHUX MECT oOuTaHusi, KoTopas cocrarisiia 33.33 % (19/57) u
40.00 % (10/25) coOoTBETCTBEHHO M MOTJIa CBU/ICTEIHCTBOBATH
0 pasHuIle B OaKTEepHaIbHOM HArpy3Ke B 3TUX MeCTax.

[Ipennonoxenue, uro [1I6B mMoryt mpencraBisate co0oii
BUPYCBHI TPOKAPHOT, MOSIBHIIOCH, KOT/IA HCCIIEI0BATENHN CTAIH
MIPOBOJIUTH aHAJIN3 Pa3HOOOpa3Ms MOITHOPA3MEPHBIX (IOYTH
MOJTHOPA3MEpPHBIX) MOCIIEeA0BaTENbHOCTEN UX reHoMa. C mo-
MOIIBIO TEXHOJIOTUH CEKBEHHPOBAHUSI HOBOTO ITOKOJICHUS
(NGS —next generation sequencing) ¥ HOJIMMEPa3HOH HETTHOH
peakiuu (I11IP) ¢ npumeneHneM HecrenupuIecKux mpaii-
MEpOB yAAJOCh BBIIBUTH HEKOTOPBIE OCOOEHHOCTH I'€HOMa
[1bB, KOTOpBIE CBUICTENBCTBYIOT, YTO STH BUPYCHI HA CAMOM
JieJie MOTYT OBbITh MPOKAPHOTHYECKUMH WM TPUOKOBBIMHU
(Shietal.,2016; Adriaenssens et al., 2018; Boros et al., 2018;
Krishnamurthy, Wang, 2018; Wolf et al., 2018; Yinda et al.,
2018; Delmas et al., 2019; Kleymann et al., 2020; Ghosh,
Malik, 2021).

B 2018 ., ananusupys pasHsle dTanonHsle renomsl PHK-
coJiepKaluX BUPYCOB MHIMBUAYaJIbHO U Ha ypOBHE Ce-
MeiicTB, maamiickne yaensie S.R. Krishnamurthy u D. Wang
obnapyxwimn B renome [IBB koHCepBaTHBHBIC y4acTKH,
Ha3biBaemble nocienoBarenbHocTsIMU [llaitna—/lanbrapuo
(Shine—Dalgarno sequence) mu SD-mocne1oBaTeIbHOCTIMA
(Krishnamurthy, Wang, 2018). Takue ygacTku mpucyTcTBy-
I0T B TEHOMaX BCEX ITPOKAPHOTHYECKUX M AYKAPUOTHYECKUX
BUPYCOB M COCTOSIT, KaK MPaBHJIO, M3 IIECTH HYKICOTHIOB
AGGAGG. OHu pacnosnoxeHsl B 5'-HETpaHCINPYyEeMOH 00-
JIACTU Mepes OTKPBITBIMU paMkamu cuuTbiBaHud (ORF) nHa
paccrosiaum OT | 110 18 HyKII€0THI0B (CHIeiCepHBI yIacTOK)
Jo craproBoro kogoHa (AUQG), HHAIMHUPYIOIIETO TPaHCIIs-
U0 IPONyKTOB BupycHoro reHoma (Krishnamurthy, Wang,
2018; Ghosh, Malik, 2021). ®ynaxnuonansHo SD-mocneno-
BaTEJILHOCTH SIBJISIFOTCSI CaliTaMi CBSI3BIBAHMUS C PUOOCOMOIA
U CIyXaT Juis ycuieHus! 9(Q(GEeKTHBHOCTH TPAHCISIUH BHU-
PYCHBIX OEITTKOB.

Onnaxo oboramienne reHoma SD-mocne10BaTesIbHOCTSIMU
HaOJII0AJI0Ch TOJIBKO B CEMEHCTBAaX BUPYCOB, KOTOPbIE HH(U-
IUPYIOT TPOKAPUOT, HO HE B CEMENCTBAX, MHPHUINPYIOUINX
JyKapHuoT. D10 HabmroaeHue mo3sommio S.R. Krishnamurthy
u D. Wang npearosnoxuTh, 4To BbICOKask 4aCTOTa BCTpeyae-
MocTtu SD-mocieoBaTenbHOCTEl B TEHOMAX BUPYCOB MOXKET
OBITH OTPEEISIONINM ITPU3HAKOM ITPOKApHOTHIECKOTO THIIA
BUpYCa U JII00bIE BUPYCHBIE CEMEHCTBA, YbH FTEHOMBI 000Ta-
IMeHbI TAKUMH SD-ydacTkamu, sIBISIOTCS TIPOKAPHOTHIECKHU-
mu. Cpenn BUpycOB, HHOUIMPYIOIIMX ITPOKAPHOT, BBICOKUM
cozep:kanueM SD-nocnenoBarenbHOCTEN 001a1at0T, HAMIPH-
Mep, HeKOoTopble OakTteprodaru cemerictsa Cystoviridae, Te-
HOM KOTOPBIX COCTOMT M3 HECKoNIbKuX (pparmenroB auPHK
(Mindich, 1988; Boros et al., 2018).

B rerome I16B SD-nocnegoBatensHOCTH IPHCYTCTBOBAIH
nepexn Bcemu ORF B cermenTax 1 u 2. YpoBeHb 00OTancHUS
SD-y4actkamu y [16B ObL BbIlLIE, 4eM y J1H000T0 H3BECTHOTO
CeMelCcTBa MIPOKAPUOTUUYECKUX BUPYCOB, U TAKOH YpOBEHb
ommyancs nmoctosHeTBoM (y 100 % wmccieqoBaHHBIX TeHO-
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MOB), B TO BpeMsI KaK He Y BCeX IPOKapHOTHUYECKUX BUPYCOB
OH COXpaHseTCs B Iporiecce penpoxykuni. CTollb BBICOKHUH
YPOBEHb COXPaHEHHUS TIPOKAPUOTHIECKNX yJACTKOB B TCHOME
IIbB noskeH xkoppenupoBarb ¢ YPOBHEM HUX COXPAHEHUS B
TeHOMe OaKTepHil ONPEETIEHHOTO THIIA U3 CIIEKTPa XO35€B,
KOTOPBIX MOTYT 3apaxats [IBB. OTOT ypoBeHb HEOIUHAKOB B
pa3HbIX BUpYCHBIX cemeiicTax (Krishnamurthy, Wang, 2018).
CoxpaHeHne YpOBHS 00OTameHHus MPOKapHOTHIECKUMU
y4acTKaMH B TeHOMaxX BHPYCOB IPOKapHOT 3aBUCUT OT TOTO,
COXpaHSET JIM UX B CBOMX IeHax cama Oakrepusi-xo3siuH. 13-
BECTHO, UTO HE BCE BUIbI OAKTEPHIA COXPAHSIOT TPOKAPHOTHU-
4ecKylo nocinenoBareabHoCTh [laitna—/lanbrapHo B OIMHAKO-
BO#i crenenu. Hampumep, B reHOMe OaKTepPHid, OTHOCSIIUXCS
K TUITy Firmicutes, TpOKapHOTHIECKUII MOTHB COXPaHSIETCS
6omee yem B 80 % TeHOB, Torma Kak y Bacteroides — MeHee
yeM B 10 % (Omotajo et al., 2015). M3BecTHO, 4TO pasHble
cemeiictBa O6axrepruanbHbix PHK-BHpycoB MOTyT cocTosTh
13 HBOJIFOIIIOHHO POJICTBEHHBIX BUPYCOB, CIIOCOOHBIX HH(H-
LPOBaTh OJUH THI OakTepuii. 13 aToro dakra cienyer, 4to
IIEB moryT 3apakats OakTepuu B peaenax Tamna Firmicutes,
KOTOPBIH 110 YPOBHIO COXpaHEHUsI IPOKAPHOTHIECKOTO MOTHBA
B renax (6osnee 80 %) Gosee Bcero coorBercTByeT I16B 1
HanboJIee pactpocTpaHeH B (hekanpHOI Mukpoonore (Sekelja
etal., 2011).

[MonrBepxkaenueM runores3sl o ¢arosoit npupoae I16B
(Krishnamurthy, Wang, 2018) ciyxat pe3ynsTaTsl, MOTy-
YeHHbIE IpyruMu yueHsiMH (Adriaenssens et al., 2018; Boros
et al., 2018; Kleymann et al., 2020). B wactHOCTH, B padoTte
(Boros et al., 2018) B renome kypuHbIX [15B OBII0 BEISIBICHO
npucyrcTBue SD-y4acTkoB, KOTOpBIE pacHoarajinch B Cer-
MmenTte 1 nepen Tpemst ORF u B cermente 2 nepea ORF Briie
KOJIOHOB MHHIMAINN. VIccie[oBaTesiM ¢ TIOMOIIBIO MEYEHHS
6xHis u BectepH-OnorTHHTa 1-ro renoMHoro cermenra [16B,
conieprkaniero SD-MOTUB, yIAI0Ch i7 VivVo BBISIBUTH BOZMOXK-
HOCTB €T0 dKCIpeccuu u GYHKINOHNUPOBaHUA B Escherichia
coli (Boros et al., 2018). [TomyueHnsIe pe3ysbTaThl, IO MHE-
HHUIO aBTOPOB, CJIYKaT JOKa3aTeIbCTBOM CYIIECTBOBAaHUS
GaxTepHaIbHOH KyIbTypHI 11 pasMHOxeHus [1b6B.

[Ipennonoxenne, uro [I6B mpencraBmstoT coboit HOBOE
cemeiictBo PHK-0akrepnodaros ¢ BHICOKHM ypOBHEM Te-
HOMHOTO pa3HO00pa3us, HAIILIO TTOATBEPKACHUE U B paboTte
(Adriaenssens et al., 2018). Ee aBTopbsl 00HapyXHIH TeK-
camepHsblil mpokapuotndeckuit motus AGGAGG B 100 %
TEHOMHBIX nocnenosarenbHocteld [1IBB, B To BpeMst kak y
BHPYCOB 3yKapuoT M3 Pa3INMYHBIX ceMeicTB SD-yuacTku
BCTPEYAJIUCH C HU3KOM YaCTOTOM U B OCHOBHOM IIPE/ICTaBIISLIIN
coboii rerpamepsl (AGGA, GGAG, GAGG) (Adriaenssens
et al., 2018). B 0630pe (Ghosh, Malik, 2021) npusenen pszn
KOHCEPBAaTUBHBIX IPOKapHoTHUeckuXx SD-mocnenoBarensb-
HOCTeH (MOTHBOB), 0OHapykeHHBIX epes Bcemu ORF B cer-
MeHTax | u 2 [I6B u [IBB-110m00HBIX TCHOMOB C yKa3aHHEM
pacnonoxenust u ¢ Homepamu jgocryna B GenBank.

Hecmotpst Ha mosryueHHbIE TTPAKTHUECKHUE PE3YIbTaThI,
CBUJIETENIbCTBYIOIIME O BO3MOXKHOM npuHaiexHocty [16B
K BHpYCaM IPOKapHOT, MHOTHE aBTOPHI CUUTAIOT, 4TO 00
OKOHYATEeIBbHOM JI0Ka3aTenscTBe (arosoil mpupoasl [16B
roBopuTh npexzaeBpeMenno (Ramesh et al., 2021). Eme ne
noso0paH xo3s1H, B KotopoM 0l [IBB ycneniso pa3mHoxa-
JIMCh, @ YUUTBIBASI, YTO KUIIEUHBIH MUKPOOHOM COCTOUT U3 He-
CKOJIKMX COTEH B OCHOBHOM HEKYJIETHBUPYEMBIX OaKTepui,
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WICHTU(QUKALNS HICTHHHOTO OaKTepHaIbHOTO WIIN apXeHHOTOo
xo3smHa [IBB (ecrmu TakoBBIe MMeEIOTCs) OyIeT CI0KHOM 3a-
nadeit (Boros et al., 2018).

Kpome Toro, B reHome HeKoTOpbIX TamMMoB [16B Obun
oOHapy>KeHBI OTKpBIThIe paMku cunthiBaHus (ORF), xomu-
pytome red RARp, B KOTOPBIX IpH TPaHCIAINN BMECTO
0XXKMJ]AEMOT'0 CTaH/IaPTHOTO TeHETHYECKOrO KOJia UCIIOJIb30-
BAJICSl AJIBTEPHATUBHBIN MUTOXOH/IPUAJIBHBIN KOA TPHOOB U
oecrno3BoHOUHBIX (Shi et al., 2016; Yinda et al., 2018, 2019;
Kleymann et al., 2020). Tak nosiBUII0CH IPEIION0KEHHE, YTO
xo3sieBamu [IBB MOTryT IBISATHCS KIETKU HU3LIMX 3YKApHOT.

MBB-nopgo6HbIe WTaMMbl

C HeCTaHAAPTHbIM reHeTU4YeCKUM KO OM

Kak m3BecTHO, TOCIEI0BaTEIILHOCTH TCHOB B TCHOMAaX BUPY-
COB UMCIOT XapaKTCPHBIC NJI1 HUX KOHCCPBATHBHLIC YYaCTKH —
«MOTHBBI», TT0 KOTOPBIM BHPYCH HAeHTHHUImpyoT. K xa-
pakrepHbM 1t [IBB u [IBB-1momo0HIX TEHOMOB MOTHBaM
OTHOCATCA: Npokapuoruueckuil yyactok Illaiina—/lanbrap-
HO AGGAGG (Adriaenssens et al., 2018; Boros et al., 2018;
Ghosh et al., 2018; Krishnamurthy, Wang, 2018; Yinda et
al., 2018, 2019; Guajardo-Leiva et al., 2020; Joycelyn et al.,
2020; Kleymann et al., 2020), koHIIEBbIE TTOCTIEIOBATETb-
Hocth 5'-GUAAA 1 3'-ACUGC (Ghosh et al., 2018; Delmas
et al., 2019; Woo et al., 2019; Kleymann et al., 2020) u Tpu
ydacTKa, MPEICTaBICHHBIC B ITOCIEIOBATEIEHOCTIX aMHHO-
kucnot, — DFXKFD, SGSGGT u GDD (Kleymann et al.,
2020).

IIpu tpancmsmuu reHa RARp GompmmmHCTBA TMKOOMpHA-
BHPYCOB HCITOJIB3YETCSl CTaHJAPTHBI TEHETHYCCKUN KOI.
OpHako HemaBHO B o0Opasiax Qekanuit moneit (Woo et al.,
2019), manryctoB (Kleymann et al., 2020), neTyqux MpImei
(Yinda et al., 2018) u 6ecrio3BonounbIX (Shi et al., 2016) 6puH
BbIsiBJICHBI HOBBIC [IBB-110100HbIC TOCIIE10BATEIEHOCTH IeHA
RdRp c ansrepHaTHBHBIM (HECTAaHIAPTHBIM ) MUTOXOHIPHAITH-
HBIM TCHETHYCCKHUM KOJIOM. MUTOXOHIpHATBHBINA KOJ| XapaK-
TEPEH JIsl BAPYCOB IUICCHEBBIX TPUOOB M OCCIIO3BOHOYHBIX.
B gacTHOCTH, U3 COAEPKIMOTO KUIIIETHUKA JIETYIUX MBITIICH
66110 BBIENeHO T1ITh [IBB-110J00HBIX TEeHOMHBIX ITOCTIENO-
BaTenbHOCTEH, cocToanmx 3 AUPHK ¢ MutoxonapuansHeIM
reretuaecknM kozoM (Yinda et al., 2018). YV geTsipex u3 HUX
(P11-300, P11-378, P14-90 u P15-218) He ymanock UaeHTH-
(unmpoBarh nprcyTcTBHE rena karcua. Oti [IbB-nonooHbie
TEHOMBI COZIep>KaJIi TONBKO MOCIIeoBaTenbHOCTh reHa RARp
C MHTOXOH/IPAATEHBIM TCHETHIESCKUM KOJIOM IteceHH. OTCyT-
CTBHUEC I'€Ha 66.]'[1(3 Karicyuaa B HUX HartOMuHaJ10 '€HOM MUTO-
BHPYCOB U3 ceMeiicTBa Mitoviridae, KOTOpbIE, KaKk H3BECTHO,
WHOUOUPYIOT MUTOXOHIPUHU OTHOKJICTOYHBIX TUICCHEBBIX
rpubos (puc. 3) (Hillman, Cai, 2013; Shi et al., 2016).

I'eHoM MHMTOBUpPYCOB, KaKk U uyeThlpe aHOMaJbHBIX [IBB-
1oo0HbIX TeHoMa, coctouT u3 AuPHK u xogupyer Toibko
RdRp. MutoBupychl JHIICHBI KallCHIa, BOCIPOU3BOIATCS
B MHUTOXOHJPHIX W A TpaHcasmuu cBoero RARp o0sraHO
UCTIONB3YIOT TEHETUICCKIIA KO MUTOXOHAPHH TieceHu. Tak
HOSIBWJIOCH IIPEAIIONI0KEHHE, 4yTO Xo3s1eBaMu IIBB moryT
SBIATHCA TUIecHeBBIe TpuOHI (Yinda et al., 2018; Kleymann
et al., 2020).

OZlHaKO, B OTIIMYHE OT MUTOBUPYCOB, Y BBIABJIICHHBIX
C.K. Yinda ¢ xomeramu (Yinda et al., 2018) Ge3karcugabIx
[NbB-11og00HbIX IITAMMOB B €TUHCTBEHHOM CETMEHTE T'€HO-
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ma RdRp npucyrcrBoBanu xapakrepusie 1uist [16B koncepsa-
TUBHBIE y9acTKu. B rerome mstoro [16B-nogo6Hor0 mtamma
(P16-366), kpome xapakTepHBIX KOHCepBaTHBHBIX 1i1st [IBB
ocobennocreit rena RdRp, Obuia oOHapyxeHa mociienosa-
TENBHOCTb, KOAUPYIOIIask OETIOK Karcuaa. TOT IITaMM KJIac-
Tepu30Baics Ha (huitoreHeTHYeckoM nepese BMecte ¢ I16B
redorpynmnsl GII, HO OH HCIIONB30BaJ aNbTEPHATUBHBIN Te-
HETUYECKHUIl KOZ ¥ B IJIAHE OPTaHU3ALMH T€HOMA OBLT OUYEHb
MIOXOXK Ha BUPYCHI 'puO0B cemeiicTsa Partitiviridae (Duquer-
roy et al., 2009). Dt ceMeicTBa MIMEIOT MUHIUMATHCTUYHBIN
TEHOM, cOCTOsIMN U3 1ByX cerMmeHToB JUPHK, konupyrommx
RdRp u Genok kamcuaa cOOTBETCTBEHHO, KOTOPBIA Y 3THX
cemeiicts siBHO romostoruueH (Wolf et al., 2018).
AHaNOTUYHO y MaHTycTa cpeau THnUHBIX [IBB-1momo6-
HBIX MITaMMOB ObUT BhIJeneH mramM M17A (Kleymann et
al., 2020), rer RdRp xoToporo coxpassii Bce KOHCEPBATHB-
Hele 1y [IEB MOTHBBI, HO MMEN abTEepHATUBHBIA MUTOXOH-
JIpUaNbHbBIA Kox mieceHu. [locienoBaTebHOCT Kallcuaa B
reHOMeE ATOrO IITaMMa OTCYTCTBOBaJIa. [Ipeanonoxenne, 4To
[1EB moryT ObITh BHpycaMu TPHOOB MIIH OECTIO3BOHOYHBIX,
Kak crpaBeinBo 3amedeHo S. Ghosh, Y.S. Malik (2021), enie
Oosiee YCIIOKHIIIO IUCKYCCHIO 00 UCTUHHBIX X03sieBax [1bB.

Idunckyccua o nponcxoxkaeHnuu

aHomanbHbix NMBB-Nogo6HbIX WTaMMOB

B xone nuckyccnn 06 nctuHHBIX X03seBax [1BB nccnemona-
TEJH TPEIIPUHSUTA MOTBITKH WHTEPIPETANUN MPUIHH I10-
sierierns [IBB-nono0Hbix mrammoB (Shackelton et al., 2008;
Wolfetal.,2018; Yindaetal., 2018; Shahi et al., 2019; Ghosh,
Malik, 2021). B wactaoctn, C.K. Yinda ¢ coaBropamu (Yinda
et al., 2018) npeanonoxuiu, uto [I6B-nogo0HbIe mITaMMBI,
00OHapy>KeHHBIE B COAECPKUMOM KHIIIEYHUKA PAa3HBIX yKapHO-
THYECKHX XO035CB, C TCHOMOM, HATOMUHAFOIITIM T€HOM MHTO-
BUPYCOB, MOT'YT UMETH CIIOCOO BOCITPOM3BOJICTBA, CXOIHBIH C
MuToBUpycaMu. [Ipu TakoM criocoGe BOCTIPOM3BONICTBA T€H
0OeJKa Karcuia He Hy>KeH, TI0CKOJIBKY MHTOBHPYCHI HE UCTIONb-
3yIOT ITyTh CAMOCTOSITEJIbHOT'O TOPU30HTAIBHOTO IIEPEHOCA OT
KJIETKH K KJIETKE, a IepeafoTCs BEPTUKAIBHO OT MATEPHHCKUX
KJICTOK TOYCPHUM (TIPH ACICHUN) WA TOPH30HTAIBHO (I10-
CPEICTBOM CIUSIHUS TU(). AHATOTUYHO MPU COOPKE HOBBIX
[15B-110100HEBIX 9acTUI] MOTYT (hOPMUPOBATHCS YIIPOIIICHHBIC
CTPYKTYPHI C XapaKTePHOH TSI MUTOBHPYCOB aJIalTalueii K
CYIIECTBOBAHHUIO B KJIETKe rprba W yTpaTUBIIUE T'eH OelKa
Karncua. Takas TpakToBKa mosiBiIeHus Oe3kancunasix PHK-
BHPYCOB COIJIACYETCS C OJHON W3 TCHICHIUN B IBOJIOIHU
PHK-BupycoB, CBS3aHHOM ¢ TOTEepel UX TEeHOMOM CTPYKTYp-
HOTO MOmyss, 3ameueHHOH Y.I. Wolf ¢ xomneramu (Wolf et
al., 2018).

Tennennuto B sBomounu PHK-Bupycos, cBsi3aHHYIO € IO-
Tepel CerMeHTa TeHoMa C TeHOM KallCHAa, IEMOHCTPHUPYET
cXeMa POIOCIOBHOHN dykapuoTHueckux Bupycos ¢ PHK-re-
HOMOM, TpEACTaBJICHHAs Ha puc. 4. JTa cxema OOBSICHSIET
1 npoucxoxaeHue kancuauposanubix PHK-BupycoB ogHo-
KJICTOYHBIX DYKapHOT.

DOBoutonusi OE3KaNCUIHBIX BUPYCOB HHU3IIUX DYKapHOT
(rpn6OB M OECTO3BOHOYHBIX) HUAET MO IYTH COKpAIleHUs
TCHOMa BBUJY YTPaThl TeHa Oelika Karchaa UX BEPOSTHOTO
peJika — JIeBUBUPYCa, NHPHUIUPYIOIIETo IPOKAPHOT (BEKTOP
ABOJIONNY NIoA M poii 1 Ha puc. 4, BeayImuii K MOSBICHUIO B
KOHIIe cemelicTBa Narnaviridae). B cOOTBETCTBHHU CO CXeMOU
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Puc. 4. Cxema, leMOHCTpUpYoLLas POAOCTIOBHYIO (MPOUCXOXAEHNE) SyKapuoTuniecknx Bupycos ¢ PHK-reHomom (Wolf et al., 2018).

TIPEOK MUTOBUPYCOB U3 ceMeiicTBa Mitoviridae nponzomien
oT cemelicTBa Leviviridae, paHee colepiKaiiero reH Karncus-
HoOTO Oemka. [Toka3aTenbHBIM IPHIMEPOM COKPAIICHHS TeHO-
Ma CIIy’KaT TUIIOBUPYCHI — Oe3karicuable Bupychl ¢ TuPHK,
CTPYKTYpa M (DUIIOTCHETHUECKUI aHaJIN3 reHOMa KOTOPBIX
TTOKA3aJIH, YTO OHH [TPOHM3O0IILIH OT IIOTUBUPYCOB, YTPATUBIIINX
karcunHbi 0enok (Dawe, Nuss, 2013; Chauhan et al., 2021)
Y TeH Oelika Karcua, oaB B KIISTKH OTHOKJIETOUHBIX DyKa-
PHOT. PermKkanis MUTOBHPYCOB OCYIIECTBIISAETCS TOIBKO B
MHUTOXOHJPHSIX, TA€ PEIUTUINPYIOTCS UX OC3KaNCHIHBIE («T0-
neie») PHK-renomsl (perutukonst). C moTepeii CTpyKTypHOTO
TeHa MHTOBHPYCHI YTPATHIH U CTIOCOOHOCTH K CAMOCTOSTEITh-
HOW ropu3oHTaNbHOM nepenaye (Shackelton, Holmes, 2008).

[Ipoucxoxaenue rpymmbl 6e3kancuaabix [16B-mogooHbx
mTammoB, BbiieneHHbIX (Yinda et al., 2018; Kleymann et al.,
2020) y xamepyHckux aety4yux moimei (P11-300, P11-378,
P14-90 u P15-218) u y manrycra (mrtamm M17A), Takxke MOXK-
HO OOBSCHUTH MOTEPEH POTUTEIHCKIM IITAMMOM CETMEHTA
TeHOMa, KOJIUPYIOMIETro KarCHIHbIN OeJIOoK.

B T0 xe Bpems Oeskancunubiii PHK-Bupyc (MutoBupyc)
MOT B IIPOIIECCE BOIIOIUH IPHOOPECTH Kancu (KOHETHOE
HarpasJeHHe BeKTopa |, BeayIiee K MOsBICHUIO ceMeiicTBa

Ourmiaviridae) 3a caet caustaus cBoero rosoro PHK-penmu-
KOHa C peryInkoHoM Oeka karcuna +PHK-Bupyca sykapuor,
BO3MOXXHO, MMEIOIIETO B KaUECTBE MPEAKA BUPYC SYKapHUOT
(BexTop aBomonuy 2 Ha puc. 4). TakuM 5BOTIOINOHHBIM ITy-
TEM MOIVIM TIOSIBUTHCS MHKANICHMPOBaHHbIe mTammbl PHK-
BHPYCOB U, BeposTHO, [IEB-mogo6umIe ananorn.

CnusiHue i ytpary cerMeHToB renoMa y PHK-Bupycos
UCCIIeZIOBATEN OOBSICHSIOT IPYroi TEeHJCHIMEeH B UX DBO-
JIFOIIMHU — CIIOCOOHOCTBIO K PEaccopTally, T. €. Ilepepactpe-
nenennto reHHbIx Moxyieit (RARp n Gernka karcuia) Mexmay
OJIM3KOPO/ICTBEHHBIMH CEMEICTBAMU BUPYCOB CO CXOIHBIMU
reHamu. PeaccopranuonHas Moau(uKanus reHoMa 3aMe-
yena u y [IBB (Conceigdo-Neto et al., 2016). TBopueckoii
poisbio peaccopTanuu mexay cemerictBamu PHK-Bupycos
CO CXOIIHBIMHU T€HaMH CTOPOHHMKHU JJAHHOTO MEXaHHM3Ma Tre-
HETHYECKOTO N3MEHEHHSI BUPYCOB OOBSICHSIOT TPOUCXOXKIEC-
nue [I6B-nono6Horo mramma P16-366, oOHapyXeHHOTO y
neryunx Merei (Yinda et al., 2018). lanublit mramm co-
Jiep>Kal BMECTe ¢ rocieoBaresibHocThio reHa RdRp (¢ He-
CTaHAAPTHBIM MUTOXOHJPUAIILHBIM KOJIOM) MOCIIE/IOBATEIb-
HOCTB, KOIUPYIOIIyto Oenok karcuaa. [Ipeamnonaraemoe re-
HETHYECKOE CXOJICTBO MEXXIY CEMEWCTBaMH BUPYCOB C OHcer-
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N.A. Novikova of picobirnaviruses
1.00/0.99 Bunyavirales / Orti?omyxovirifla.e / Tilapinevirus Branch 5
Mononegavirales /"Chuviruses” /
— Aspiviridae / "Qinviruses” / "Yuéviruses”
Reoviridae
e Cystoviridae Branch 4
Totiviridae / Chrysoviridae / Megabirnaviridae / Quadriviridae / Giardiavirus
"Alphavirus supergroup”
"Alpha-like viruses”
0.48/0.69 "Yanviruses” / "Zhaoviruses”
] "Weiviruses” BIancE
1.00/ Nodaviridae / Sinaivirus
099 Tombusviridae / Luteovirus / Carmotetraviridae / "Statoviruses”
0.99/0.86 Flavivirus supergroup
Picornavirales / Caliciviridae / Solinviviridae
Solemoviridae / Polerovirus / Enamovirus / Alvernaviridae / Barnaviridae
Nidovirales Branch 2
“Inv. nido-like viruses” (Picornavirus
0.94/ supergroup)
1.00/1.00 [ 0.76 Partitiviridae / Picobirnaviridae / Amalgaviridae / Hypoviridae
Astroviridae
Potyviridae
"Mitoviruses”
— — "Ourmiaviruses”
Branch 1

1.00/0.99

_|— Group Il introns

Non-LTR retrotransposons

0.5

"Narnaviruses”
Leviviridae

—— Negative-sense RNA viruses
—— Double-stranded RNA viruses
Positive-sense RNA viruses

Puc. 5. DunoreHeTtnyeckoe aepeso BMpYycoB ¢ PHK-reHomom, nocTpoeHHoe Ha OcHOoBe nocniefoBatenbHocTel reHos PHK-3aBncrmont PHK-nonnmepassbl

1 obpatHol TpaHckpunTasbl (Wolf et al., 2018).

V|306pa>KeHbI NATb OCHOBHbIX BETBEW, cpean KoTopbix BeTBU 1, 2 1 4 UMeIoT HenocpeACTBEHHOE OTHOLWEHNE K NPOUCXOXAEHNIO aTUMNYHbIX nEB-I'IOJJ,06HbIX

LITaMMOB.

MeHTHpoBaHHbIM JUPHK-reHoMOM OCHOBaHO Ha rumnorese
PeaccopTalMOHHOTO MEXaHM3Ma 3BOIOIMH 3THX BUPYCOB
(Wolf et al., 2018).

O popcTtse BB ¢ cemencTBamu BUpYycoB
c auPHK-reHomom
B ocHOBe ¢mtoreHeTHUECKON CBSA3M MEXAY ceMeicTBaMu
PHK-BHpyCOB ¢ cerMEHTHPOBAaHHBIM T€HOMOM JICKUT HH-
(dopmanust o iepBUyYHOi cTpykType reHa RdRp. Dror ren
YHHBEPCAJIEH U, HECMOTPs Ha 3HAYUTEIBHO OOJIBIIIEE PACIpO-
CTpaHEHHE CPEH BUPYCOB 3yYKapHOT, IPUCYTCTBYET ITOYTH Y
Bcex PHK-comeprkarux BupycoB (BKIIHOUas OC3KaIrCHIHbIC
permmkons! PHK), 32 HckimoueHIeM HEKOTOPBIX CaTEITATHBIX
BupycoB (Dolja, Koonin, 2018). Yausepcansnocts rena RdRp
yKa3bIBaeT Ha BO3MOKHOCTH €r0 OOLIET0 IPOUCXOXKACHHS Y
PHK-Bupycos. B 2018 1. 6pi1a BeigBuHyTa THIOTE3a (Wolf
etal., 2018), mpeanonararomas HaTu4re QUIOTCHETHIECKIX
cBszeit mexxay cemerictBamu PHK-comeprkamux Bupycos, u
MOCTPOEHO (PIIIOTEHETHIECKOE IepeBO (PHC. 5), TOMOIOTHS
KOTOPOTO JAEMOHCTPHPYET BO3MOXKHYIO CBSI3b MEXKIY ITHMHU
CEMEHCTBaMU.

DUIOreHeTHYECKOE IEPEBO, TOCTPOCHHOE HA OCHOBAaHUH
MHOKECTBA (DMIIOTEHETHYECKUX JIaHHBIX, AaeT IpeJCTaBIIe-
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HHE 0 BO3MOXXHOM Tporcxoxkaenuu I1bB. Dto nepeso moa-
TBEPK/JIAaCT CIICHAPUH SBOIIONNH, IPH KOTOPOM TTOCIIETHUMHU
o01MMy nipeKaMu JInHui BupycoB ¢ APHK-reHomMoM ObuH
MIPOCTBIE BUPYCHI, CETMEHTUPOBAHHBIM I'€HOM KOTOPBIX CO-
nepxan nea reHa (RdRp u 6exnka xarricuaa). Ilo nmpeamonosxke-
HHUIO aBTOPOB TUNoTe3sl, Bce BUpYchl ¢ AuPHK-renomom B
BeTBSX 2 U 4 (PUIOTEeHEeTHIECKOTO JIepeBa MMEIOT CXOIHBIC
KarCH/IHbIe OEJIKH, KOTOpBIE MOTYT codeTarhes ¢ reHoM RARp
0T pa3HbIX BUpycoB ¢ +PHK-renomom.

Bupycer ¢ nuPHK-reromom — Partitiviridae, Picobirna-
viridae, Cystoviridae, Reoviridae n Totiviridae — coctaBis-
I0T OTJICJIbHBIE JIMHUU B JABYX BETBSX (PUIOT€HETHYECKOTO
nepesa. Bupycer cemeticta Picobirnaviridae HaxonsaTcst Ha
OIHOH JMHUH ¢ ceMmeiictBamu Hypoviridae, Amalgaviridae
u Partitiviridae. Cambie GUIIOTEHETUYCCKH OJIM3KHE CeMeii-
CTBa, 00pa3yIome OauH KiIacTep, — 3To Picobirnaviridae n
Partitiviridae. Bin3koe pacnooXeHe STHX CEMEHCTB JeMOH-
CTPUPYET BBICOKYIO CTEIIEHb POJICTBA MEXy HUMH. 11X 00b-
€IMHSTIOT CXOHAsI OPTaHU3AIMsI BUPHOHOB M TOMOJIOTHUHBIE
oemku karcuna (Duquerroy et al., 2009; Wolf et al., 2018).
Pazniuune Mexay STUMH BUPYCaMH 3aKJIIO4AeTCsl B TOM, UTO
moBepxHOCTHBIE Oeiku Karicuaa [16B, B oTimame ot TakoBBIX
MIApTUTUBHPYCOB, 001a1at0T NepoparioHHON AKTHBHOCTBIO,
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00yCIIOBIIMBAIOLIEH CIIOCOOHOCTH TPOHUKHOBEHHSI BUPYCa B
kieTKy. Kpome Toro, B cBs31 co cnocobHocTio [IBB k ropu-
30HTAJIFHOMY PaclHpOCTPAHEHHMIO JIBA CETMEHTA €ro reHoMa
pHu cOOpKe OOBEAMHSIOTCS B OJIMH KallCH]I, 8 y ApTUTUBUPY-
coB reH RARp u ren Genka Karcuaa UCIOIB3YIOT OTICIbHBIC
kancunsl (Vainio et al., 2018).

I'en xancupnoro Oenka [1BB oTnaneHHo pojcTBeHEH
reHaM OenKoB Karcuaa Apyrux BupycoB ¢ AnPHK-renomom
(Totiviridae, Reoviridae u Cystoviridae), COCTaBISIFOIIHX
TP TIapaJulesibHbIe YBOJIIOLMOHHBIC JINHUN B BeTBH 4 (uiio-
reaeruaeckoro aepesa (Wolf et al., 2018). O 3HaunTenpHON
TOMOJIOTUH TEHOB, KOJMPYIOMIMX OEJIOK KalcCHJa BUPYCOB
cemeiictB Reoviridae, Totiviridae, Cystoviridae, Picobirna-
viridae n Partitiviridae, ToBopmiiocs u panee (JIbBoB u nip.,
2013; El Omari et al., 2013; Luque et al., 2014).

Tpu 3BONIOLMOHHBIE JIMHUK BEeTBU 4 (PUIIOreHETHYECKOTO
JiepeBa 00pa30BaHbI CeMEHCTBaMH BHPYCOB, HH(PUITUPYIOTITH-
Mmu Kak npokapuot (Cystoviridae), Tak u sykapuot (Reovi-
ridae, Totiviridae). Pacriolo)xeHne 3THX BUPYCHBIX CEMEHCTB
Ha OJIHOW BETBH, IO MHEHUIO aBTOPOB (DPMIIOTEHETHIECKOTO
JiepeBa, He NCKJTIOYaeT BO3MOKHOCTH TIPOUCXOXK/ICHHS JyKa-
puotnueckux +PHK-BupycoB oT uX nmpokapunoTH4eCKHX
aHanoroB. OHH JIOITyCKAaIOT ITPOMCXOXKICHNE MUTOBUPYCOB
(pemIMIMPYIOMHNXCS B MUTOXOH/IPHSAX KJIETOK TIECEHH) OT
0011IeTO ¢ JIEBUBHPYCAMU TIpefika — npokapuornueckoro PHK-
BUpYCa, TApa3UTHUPYIOIIETO B 3HTepoOaKkTepusix. Jlokazareins-
CTBOM 3TOMY MOXKET CITY’KHUTb BOJIFOIIMOHHOE POJICTBO MEK-
Jly IHMCTOBUpYCaMu (BUPYChI OakTepuii) 1 peoBUpycaMu
(Poranen, Bamford, 2012; El Omari et al., 2013).

Kak mpenmonaraloT CTOPOHHMKHM TBOPYECKOH pONH pe-
accopTanuu, npoucxoxacHue [I1bB-nmogodHoro mramma
P16-366 Moriio cTaTh pe3yapTaToM peaccopTaIlH MEXIy
eme He oOHapy>KeHHBIM pozacTBeHHHKOM [1BB u3 BetBH 2,
nepemeAmuM K pa3MHOXCHUIO B MUTOXOHAPUAX KIIETOK
rpuboB, U ogHUM H3 BUpycoB ¢ nquPHK-reromom BeTBH 4
(cMm. puc. 5). Ilpnuem 3amedeHo, 9TO TCHETHYECKHIE OTpaHu-
YEHUsS] Ha CIIOCOOHOCTH CO3/1aBaTh PeacCOPTAaHTHI NPU KO-
MH(MEKIINN ¢ BUPyCaMH CEMEHCTB, 00pa3yloninx BeTBb 4
(hmstoreHeTH4ecKoro JepeBa, MOTYT OBITh MEHEE CTPOTHMHU
JUTsL ceMercTBa BUpycoB npokapuot Cystoviridae. I1osiieHue
kancuaupoBanHoro [1bB-mono6Horo mramma P16-366 mpo-
M301IIO BCIIEICTBHE 00BbEeqMHEHHS cerMenTa ¢ reHoM RdRp
+PHK-Bupyca BetBH 2 (Bo3M0oxHO, rosioro PHK-pemnnkona),
UCTIONB3YOIETO MUTOXOHIPHAITbHBIN KOJI, C CETMEHTOM I'eHa
karicuaa nuPHK-Bupyca Betsu 4.

Eime oqHuM HampaBieHHEM B 3BOJIIOIUU BUPYCOB C OH-
cermeHTHpoBaHHBIM AIPHK-renomomM siBrsieTcst mpruodpeTte-
HHE TapTUTHOCTH — PaCpEIEIICHNSI CETMEHTOB I'eHOMA B OJTHY
(MOHOMAPTUTHBIE) WK OT/ACNbHBIE (OM-MYJIBTHUIIAPTUTHBIE)
yacTHnbl. /laHHast TEHAEHINS WHTEPECHA TEM, UTO CIIOCO0-
CTBYET MTOHUMAaHHIO ITpupobl Xo3sieB [1bB-nmono6HbIx mTam-
MOB (TIPOKapHOTHYECKONH MM dyKapuoTuueckoil). Hampu-
Mep, OUMapTUTHOCTH 3aMeueHa TONBKO y BHPYCOB TPHOOB
(Partitiviridae) c muPHK-renoMoM 1 y BUpYCOB pacTeHHH C
onnorernoueunbiM JIHK-renomom (Begomoviruses) (Nibert
et al., 2013). V BupycoB GakTepuil BOOOIIEe U C CETMEHTH-
posanueiM NTuPHK-renomom B wactaoctu (Cystoviridae)
pacnpeacii€cHuss CETMEHTOB I'CHOMAa B OTACJIbHBIC YaCTUIIbI
He Habmonaetcs. [lapTHTHOCTE CBSi3aHa CO CITOCOOOM Tepe-
Jla4y BUpyca (CaMOCTOATEILHBIN M HECAMOCTOSITEIIbHBIH).
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Tak, mapTUTHBUPYCHI, IAPA3UTHPYIOIIHUE B KIETKaX rpudoB,
He 00JIaafoT CIIOCOOHOCTRIO K CAMOCTOSTEIEHOMY (TOPH-
30HTAJILHOMY ) PAacIpOCTPaHEHHIO, 1 OHW OMIIAPTUTHBI, TOT/IA
kak IIbB, pacnpocrpaHsomuecs caMOCTOATEIbHO, MOHO-
MApTUTHEL. | OpU30HTAIBHBIN (CAMOCTOSTENBHBIN ) yTh pac-
MPOCTPaHEHUsI [TO3BOJISIET MM C OOJTBIIIEH BEPOSTHOCTHIO IIepe-
Jath 00a cerMeHTa reHomMa B HOBYIO KJeTKy. CIIOCOOHOCTB K
CaMOCTOSITeNEHOMY (TOPH30HTAITEHOMY ) PaCIPOCTPAHEHHUIO B
HOBBIE KJICTKH MOJKHO paccMaTpuBaTrh B Ka4eCTBE OJJHOTO M3
OCHOBHBIX KPUTEPUCB, ITO3BOJIAIOMINX OTIPEACIIUTE HCTUHHO-
TO XO35IMHA BBIIBICHHOTO BUpPYCA.

Hannune monekynspHoro annapara

ONA NPOHUKHOBEHMA B KNETKY — BaXKHbI KpUTEpUI,
onpepenaowmin npupoay xosauHa Nb6B

B xone 03HaKOMIIEHHS C HCCIEIOBAaHUSAMU, PEIIAIOIUMU
Bonpoc o mpupoxe [16B u [IBB-momo0HBIX mTaMMOB, MBI
NPUIUIA K MOHUMAHHIO, YTO MPUHAJICKHOCTh STHX BHPY-
COB K BUpyCaM OaKTepuii, BBICIINX WM HU3MINX JYKapUOT
MOXKET OIPENENIATHCS HE TOIBKO MO XapaKTEPHOMY YPOBHIO
HACBHIIICHHOCTH WX T€HOMa NPOKAPUOTHYECKHM MOTHBOM,
CTaHAApPTHBIM WJIM MUTOXOHAPHAJIbHBIM I'€HETHUYCCKUM KO-
JIOM. DTa NPUHAJICKHOCTh B HEMEHBIIIEH CTEIEHHU J0JDKHA
JIETEPMUHUPOBATHCSI HAIMYUEM WIH OTCYTCTBHEM CIICIH-
(huyeckoil (MO OTHOIICHHUIO K KIIETKE-XO3SIMHY) MPOTEOIH-
TUYECKOM aKTHBHOCTH Oellka Kallcuaa, 0O0yCIIOBIMBAIOMICH
BO3MOXXHOCTb CAMOCTOSITEIIBHOTO TPOHUKHOBEHHSI BUPYCa B
kJ1eTKy. ClIocOOHOCTB K CaMOCTOSITEIbHON TOPU30HTAIIBHOM
nepeade XapakTepHa JJIsl BUPYCOB )KUBOTHBIX U (haros, B TO
BpeMs KaK y BHPYCOB HHU3IIHMX dYKapHOT (TapTUTHBHPYCOB,
MHUTOBHPYCOB) OHa oTcyTcTByeT. benku kancuna [16B 006-
nanaioT nepdopanoHHoN akTHBHOCTRIO (Duquerroy et al.,
2009). Oto nenaer [16B criocoOHBIME K CAMOCTOSATEITLHOMY
MIPOHUKHOBEHHIO BHYTPh KJIETOK U, CJI€A0BATEIbHO, MOXKET
XapaKTEpU30BaTh UX KaK OAKTepHAIbHBIE BUPYCHI.

Takum 00pa3oM, MBI MOJKEM 3aKIIIOYUTh, YTO B PEIICHUHN
Bonpoca 00 uctuHHOM xo3suHe [IbB, B koTOpoMm oHM MOTYT
Pa3MHOXAThCsI, KPOME KOHCEPBATHBHBIX MOTHBOB, XapaKTep-
HBIX 71t reHoma [1BB, onpenensiomunm dakTopom sBisieTcst
HaJIMYUe MeXaHU3Ma CHEelU(PUUYECKOTO TOPU30HTAIBHOTO
MIPOHUKHOBEHHUS B KJIETKY — OEJIKOB Karcuzaa co crenudu-
YeCcKo# mepdoparmoHHON aKkTHBHOCTBIO0. Eciu aTn Oenku
crnenudUUHbBl K PeLenTopaM MpOKapUOTHYECKON KIIETKH,
Hanpumep kietku Firmicutes (Adriaenssens et al., 2018), To
MBI IMEEM JIeTI0 C (harom, eciu Crelu(uIHbl K perenTopam
9YKapHOTHYECKOH KIIETKH, — C BUPYCOM BBICIIUX 3YKAPHUOT,
a ecyu OEJTKU Karcu/a OTCyTCTBYIOT BOBCE, TO TAKOil BUPYC
MO>KHO OTHECTH K BUPYCaM HU3IIHMX 9YKapHOT (HE CIIOCOOHBIX
K CAMOCTOSATEILHOMY PAaCIpPOCTPAHEHHUIO).

MpennonokeHue 0 NPONCXOKAECHNN aTUMNYHDBIX
MNBB-noa06HbIX LUITAMMOB He NPOTUBOPEUNT
runotese ¢parosoi npupopabl NGB

CymecTBoBaHNE aTHUYHBIX [IBB-110M00HBIX MITAMMOB HE
MOXKET CITY’)KUTh OTIPOBEPIKEHHEM IIpeJiosiaraeMoii gparoBoit
npuponst [1BB mo psay npuuna. CortacHo rumotese (Wolf et
al., 2018), mexxay cemeiictBamu BupycoB ¢ niPHK-reroMom
B CTPYKTYpe (DHIIOT€HETHYECKOr0 JIepeBa CYIeCTBYIOT POJI-
CTBEHHBIE OTHOIICHHS, O YEM CBHUAETEIILCTBYIOT HAIHMUUE
TOMOJIOTHYHBIX T€HOB M OOILIMH NMPEIoK, OTHOCALIMHCS K
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PHK-Bupycam npokapuot. [Ipuuem cemeiictsa PHK-Bupycos
9YKapHOT ¥ TPOKAPUOT MOTYT COCTOSITh B POJCTBE, JIOKA3a-
TEJILCTBOM YEMY CIY)KHUT IBOJIIOLIMOHHAS CBSI3b MEXIY IH-
cto- u peoBupycamu (Poranen, Bamford, 2012; El Omari et
al.,2013). DTo CBUACTENBCTBYET B ITOJIB3Y MPEAMOTIOKEHHS O
BO3MOXXHOCTH OOMEHa FOMOJIOTMYHBIMHU CErMEHTaMH FTeHOMa
MEK/1y BUPYCaMH IPOKAPUOT M POJICTBEHHBIMH UM BUPYCaMH
HU3IIUX SYKapHOT, KOT/ia T€ U IPYTUE OKa3bIBAIOTCS B KIETKE
TUIECHEBOTO Iprbda MK OECII03BOHOYHOTO.

HenasHo cTaso U3BeCTHO, YTO BUPYChI OaKTepHil CHOCOOHBI
HE TOJIbKO MH(PUITPOBATH OaKTepHAIbHBIE KIETKH, HO U TIPO-
XOJUTBH CKBO3b KJIETKH JITUTENNS DYKapHOT C IOMOIIBIO Me-
XaHu3Ma (haroBoro TpaHcuuTo3a. M3 KieTok snurenus yepes
KPOBB WM JTUM(QY (ard MOTYT ITOTIACTh B PA3HBIC OPTaHbl U
TKaHM )XHUBOTHBIX. OJTHAKO BHYTPb 9YKapHOTHIECCKON KIIETKH
(haru NPOHMKAIOT TOJBKO ¢ MHPHUIMPOBAHHONW UMK Oakre-
puansHO# Ki1eTkoi (Nguyen et al., 2017). IloBcemecTHOE BEI-
nenenue [1bB u3 cpen, rae BcTpevaroTcest 0akTepru, O3HaYacT,
YTO 3TH BUPYCHI MOTYT OBITh HE BHY TPHKJIETOYHBIMH BUpPYCa-
MU 3yKapHoOT, a TPOKAPHOTUIECKUMH BUPYCaMH MUKPOOHO-
Ma kumeynnka (Kamrankos u np., 2020; Ghosh, Malik, 2021).
[MonTeepxaeHureM npeanoioxenus, uro [I6B crioco6HbI uH-
(unmpoBaTh MPOKAPUOTHIECKHUE KIETKH, SIBISIETCS TIPHCYT-
CTBHE B X T€HOME KOHCEPBAaTHBHOM MTPOKAPHOTUIECKOH 1O~
cienoBarenbHocty aiina—/{ansrapro (Adriaenssens et al.,
2018; Boros et al., 2018; Krishnamurthy, Wang, 2018).

Brissienue atunnunsix [1BB-11o100HEBIX OCIE0BATEND-
HOCTE# C HeCTaHIaPTHBIM MUTOXOH/IPUAIBHBIM T€HETHYECKUM
KOZIOM TPUOOB 1 O€CIIO3BOHOYHBIX CITYXKHT I0Ka3aTeIbCTBOM,
yto [16B crocoOHbI K BOCTIPON3BOACTBY cebe Mog0OHBIX U B
KJIETKaX HU3IINX 3yKapuoT, IpeTepreBas TeHeTHYEeCKHe 13-
MeHeHuns pu cMeHe xo3sarHa (Yinda et al., 2018; Kleymann
et al., 2020; Ghosh, Malik, 2021).

CrnenoBarenbHO, MOXKHO HPEANONoKuTh, uto IIBB cmo-
COOHBI ITOTTACTh B YKAPHOTHUECKYIO KIETKY (OyIb TO KIeTKa
rpuba, 6ecII03BOHOYHOTO MITH JPYTOTO X035MHA), TAE BCTpe-
TATCS C BUPYCOM 3YKAapHOT WU MPOKAPHOT CO CXOAHBIM Te-
HomoM. Cpenn maptaepoB I16B mo peaccopranmy MoryT oKa-
3aTbCsl BUPYCHI, TIO/I00OHBIE MUTOBHPYCAM, IIAPTUTHBUPYCAM
nnu nucrosupycam. [locne neperpynnupoBKy CETMEHTOB Te-
Homa IIBB ¢ Bupycamu-napTHepamMu BIIOJIHE BEPOSTHO I1O-
ssienue [IbB-nono6usix peaccopranTos (Yinda et al., 2018;
Kleymann et al., 2020). Toraa, comiacHO MPEANOIOKESHUIM
aBTOPOB T'MITOTE3Bl PEACCOPTALIMOHHOTO B3aUMOJICHCTBUS, B
3aBUCHMOCTH OT PUCYTCTBHUS WIIN OTCYTCTBHS TPOKAPHOTH-
YECKUX MOTUBOB U MOTUBOB, XapakTepHbIx 1 I1bB, a Takke
B 3aBHCHMOCTH OT FT€HETHUYECKOTO KOJIa, NCTIOIb3yeMOTO I'eHa-
MH HOBOTO BHpYca (CTaHAapPTHOTO MM MUTOXOHIPHAIBHOTO),
OyZeT OnpeAesIThCs HEe TOJIBKO CTeleHb ero poncTea ¢ [1bB,
HO U €T0 MPOKapHUOTHIECKAs! UM 9YKapUOTHIECKas! IIPHPOJIA.

l'unoresa, 0ObsCHSIONMAst 00pa30BaHNE ATHITHYHBIX [ITaM-
moB [1bB nocpezncrBoM 0OMeHa FOMOJIOTHYHBIMUA CETMEHTAMH
TEeHOMa MEX[y POACTBEHHBIMH BHPYCHBIMH CEMEHCTBAMHU
HE NCKJIIOYAeT BOBMOKHOCTH MX TOSIBJICHHUS C TIOMOIIBIO ca-
TEJUIUTHBIX oTHOIIeHui Mexnay IIbB u Bupycamu-nomor-
HUKaMH¥ U3 2-1 nnn 4-i1 BeTBe# (HMIIOTeHEeTHYECKOTO AepeBa.
Bupycsr u3 cemeiicts Partitiviridae, Totiviridae, Reoviridae
M3BECTHBI KaK BUPYCHI-IIOMOILIHUKH, B KOTOPBIX JUIsl CBOEH
PENpOAYKLNN HYKAAKOTCSI HEKOTOpbIe careinTHele AUPHK
(JIeBoB m np., 2013). Jomyckas, uro [IEB — caremnwur, uc-
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On the nature
of picobirnaviruses

MOJIB3YIOLIMHN ISl Pa3MHOXKEHHUS B KJIETKaxX rpuda epMeHT
RdRp Bupyca-momMomanka, CXOTHOTO ¢ MUTOBHPYCOM (M3 BET-
BH 2), MOXKHO OOBSICHHTB TOsIBIIeHHE Oe3kancuaHbix [16B-
MO00HBIX ITAMMOB C MUTOXOHIPHUAIBEHBIM I'€HETHUYECKUM
xogom P11-300, P11-378, P14-90 u P15-218, BuIIEIEeHHBIX
(Yinda et al., 2018), mmu M17A (Kleymann et al., 2020).
Hcnonp3oBaHueM B Ka4eCTBE ITOMOIIHUKA BUPYCa U3 BET-
Bu 2 Wi 4 (monobuoro Partitiviridae, Reoviridae, Totiviri-
dae wim Cystoviridae) MOXXHO OOBSICHUTD TTOSIBJICHUE KaIlCH-
nupoBanHoro [IbB-nogo6noro mramma P16-366. MabiMu
CJIOBAaMH, ¥ B TAHHOM CJTy4ae CIIOCOOHOCTH TOTOMCTBA, IOy~
YEHHOTO NP B3aUMOJICHCTBIH BUpYCa-CaTEIIINTa C BUPYCOM-
MTOMOIIIHUKOM, K BOCIIPOU3BOZICTBY B OaKTEpHUaIbHOM KJIETKE
WJIN B MUTOXOHJIPUSIX TUIECEHH Oy/IeT 3aBUCETh OT MPUPOIbI
BUpyca-MOMOIIHNKA. 1 3TO He MPOTHBOpEUNT Mperonarae-
Mo# npokapuorndeckoi npupoze I1bB, a nuimb o3Hauaer
BO3MOKHOCTbH €€ M3MEHEHHSI B PEacCOPTAlMOHHOM TPOIIECCe.

AprymeHTbl B NOAAEPXKKY rMnoTesbl

o npuHaanexxHocTtu MNBB K Bupycam npokapuot
[TukoOMpHABHPYCHI HAXOAT BE3JIE, /I BCTPEYArOTCs OaKTe-
pun: B 00pasiax OKpyKarollei Cpeibl, y HU3IMINX dYKapUOT
(rpnboB 1 GECTIO3BOHOYHBIX), B CONEPKUMOM KHIICUHUKA
BBICIINX DYKapHOT (BKIIIOYAS PETITHIINIA). DTO O3HAYAET, YTO
[16B MoryT ObITh HE BHYTPHKJIETOYHBIMH BHPYCaMH dyKa-
PHOT, a MPOKAPUOTUIECKIMH BHPYyCaMH MUKPOOMOMa KH-
megnnka (Ghosh, Malik, 2021).

[Tomo0HO MPOKAPHOTHYECKUM IIMCTOBUPYCaM, B TEHOMax
[1bB npucyTCTBYIOT U COXPAHSIIOTCS B HACBILLIEHHOM COCTOSI-
HUH (B 000MX CETMEHTax reHoMa B KaXK/I0M paMKe CUMTHIBa-
HYsT) (DYHKIIMOHAJIBHBIE CAUThI CBS3bIBaHHS C PUOOCOMaMU
GaxrepuanpHOTO THIA (TTocTenoBatensHOCcTH [atina—/{ams-
rapHoO), B TO BpeMs KaK y BUPYCOB 3YKapHOT T'€HOM HeE Ha-
ceiieH umu (Boros et al., 2018; Krishnamurthy, Wang, 2018).

BolsiBieHue y pa3HBIX BUAOB KHUBOTHBIX POJCTBEHHBIX
mramMoB IIBB moxker o3Hauath, uro xo3seBamu [IbB sB-
JsieTcs KOHKPETHBIN TUIl GakTepuid, BO3MOXKHO Firmicutes,
BCTpPEYAIOIMINIICS B KUIIEYHUKE y PA3HBIX MMO3BOHOYHBIX U
0€eCr03BOHOYHBIX. YPOBEHB COXPAHEHHUS IIPOKAPUOTHYECKUX
YYaCTKOB B FeHOME 3THX Oaktepuii (6osiee 80 % reHoB) cOOT-
BetcTByeT TakoBomy y [1BB (Krishnamurthy, Wang, 2018).

Oobnapyxenue [I6B B xumeunuke, B opraHax JbIXaHUs
JKUBOTHBIX (Y KPYITHOTO pOraToro CKOTa, y Jitofieil, 00e3bsiH,
CBUHEH), B KPOBH M pecnupaTopHbIXx odOpasmax (Lee, Bent,
2014; Blanco-Picazo et al., 2020) He onpoBepraeT npearnosio-
JKEHUSI, YTO KJIETKU OAKTEPHH MOTYT SIBJISITHCS UX XO35€BaMHU.
@dary He MOTYT HaNpsIMyI0 WH(QUIMPOBATH KIETKH PA3HBIX
OpPraHOB BBICIIMX 3YKAapHOT, HO B 3TH OPraHbl OHU MOTYT
[OMAacTh MyTeM HecHelu(pHUUecKoi TpaHCIOKaluu Yepes
SMUTENNN KUIIeYHHKa ¢ KpoBoTokoM (Nguyen et al., 2017)
WJIN C TIOMOIIbIO OAKTEepHii, B KOTOPBIX OHU Pa3MHOXAIOTCS
(Dabrowska et al., 2005). Tak daru npoHHKalOT B KpPOBb,
TuMQy, OpraHbl U 1a)e MO3T.

OO6namanve KancHIHBIM OCIKOM ¢ TIep(OpaIMOHHON aK-
TUBHOCTBIO (CIIOCOOHOCTBIO K TPAHCIIOKALIMK Yepe3 KIIeTo4-
HyI0 MEeMOpaHy ), KaK H y BUPYCOB, CTIOCOOHBIX HH(HUIIMPOBATH
kieTkn kuBoTHBIX (Duquerroy et al., 2009), He nporuBope-
4quT ToMy, 4To I1BB MoryT 0bITh pOoKapuoTnyeckumu PHK-
BUpycamH. MI3BeCTHO, UTO 1 TIPEICTaBUTENN CEMeHCTBa OaKTe-
puanbHbIX PHK-BupycoB HMErOT MoIeKyISIpHbII anmapar 1uis
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MPOHUKHOBEHUSI B KJIIETKH OAKTEPHI C TOMOILBIO TPAHCIIUTO3a
(Reed et al., 2013; Nguyen et al., 2017).

[IpuobpeTeHne HHOUIMPOBAHHBIME )KHBOTHBIMH IMMYHU-
tera k [IbB Taxxe He o3Havaet, uto [IBB MoryT cuurarscs
9yKapHOTHYECKUMH BHUPYCAaMH, TTOCKOJIBKY YCTaHOBJICHO,
YTO IMMYHHBIC OTBETHI XO3SMHA MOTYT BO3HHUKATh U TIPOTHB
OakrepuanbHbIx BupycoB (Dabrowska et al., 2005; Gorski et
al., 2006). Bosamoxwno, [IEB BBI3BIBAaIOT MMMYHHBII OTBET Ha
3apakeHHE HE KIICTOK XO35SMHa, a OaKTepHalbHBIX KIIETOK,
COCTABJISIFOLIMX €r0 MUKPOOHOM, YTO HE UCKIIFOYaeT BO3MOXK-
HOCTH TOT0, 4TO IIBB — 3T0 BUpYyCHI IPOKAPHOT.

[Tomo6HO aram, KoTopbIe OBIBAIOT BUPYJICHTHBIE U YMe-
peHHble, B 3apaxkeHHOM opranusMe IIbB moryt Haxonutecs
B aKTHBHOM COCTOSTHHHU (IKCKPEIIUPOBATHCS) M HEAKTHBHOM
(BpeMEHHO HE 3KCKpenupoBaThes). [Ipu 3TOM MHPUIHPO-
BAaHHBIC KUBOTHBIC 6y[lyT 6eCCI/IMHTOMHblMl/I HOCUTCIISAMU
(Ganesh et al., 2014; Malik et al., 2014; Kumar et al., 2020;
Ghosh, Malik, 2021).

Boisienenue [1bB-nmono6HbIx mramMmmoB ¢ renom RdRp,
WCTIONB3YIOIAM aTBTePHATHBHBIA MUTOXOH IPUATbHBIN TeHe-
TUYCCKHUIA KOJT HIBIINX 3YKAPHOT (TUIeCeHH, O31T03BOHOYHBIX )
JJIA TPAHCIIALU, TAKXKE HE ABJIACTCS OIPOBEPIKECHUEM TIPCI-
I0JIOKEHUS 0 IpuHayIexkHOCTH [1BB K BUpycam npoKapHoT.
Cornacho rumotese (Wolf et al., 2018), oHur pecTaBISIOT
co0oii pe3ynbrat peaccopraruu Mexy [16B u cemetictBamu
PHK-BupycoB co cxoqHbsIM reHoMoM. [1osiBiIeHHE aTHIMYHBIX
[IbB-10m00HBIX MTaMMOB CBHACTEIBCTBYET JIUIIh O BO3-
MOKHOCTH 9BOJIIOIIMOHHOTO Ie€pexoja IMPOKaPHOTHYECKOI
MIPUPOABI BUPYCa B 3YKAPUOTHIECKYIO U 00paTHO B pe3yilb-
TaTe MePEeCOPTHPOBKH TCHOMHBIX CETMEHTOB U OOBSCHSICTCS
HN3MCHCHHUEM CTCIICHU HACBINICHWA I'€HOMa HOBOI'O BHpYyCa
MIPOKAPHOTHIECKIMH YIaCTKAMH, OT YETO MOXKET U3MEHUTHCS
U ero npupona. He uckiroueHa BOBMOXXHOCTh CaTEJLTUTHBIX
otHomeHnit mexay [IbB u PHK-Bupycamun Hu3muX syka-
PHOT, TakuXx Kak Partitiviridae, Totiviridae n Reoviridae, xo-
TOPBIC U3BECTHHI KaK BUPYCHI-TIOMOIIHIKH. 1I3BeCTHBI ClTydan
CaTEJUIMTHBIX OTHOLUEHUN MEXIY BUPyCaMU IIPOKapUOT U
HU3IIAX 3yKapHOT, 3apakafoNIMH OHOTO OJHOKJIETOYHOTO
XO03s1HA, TO3BOJISIONIAE BOCIIPOH3BOAUTE (haraM HOBOE IT0-
TOMCTBO B dyKapuortnueckoi kierke (Gogarten, Townsend,
2005; Claverie, Abergel, 2009; Thannesberger et al., 2017).

OcymiecTieHa SKCIpeccrst M GYHKIIMOHUPOBAHHUE i1l VIVO
cermenTa 1 [1BB B Escherichia coli (Boros et al., 2018), uto
MOATBEPKAAET CYIIECTBOBAHNE OAaKTEPHATBEHOU KYIBTYPHI
Ju1st pasMHokeHus [16B.

3aKknioyeHune
[IpuBeseHHbIE apTyMEHTHI YOSANUTEIbHO MOKA3bIBAIOT, YTO
IIbB neiicTBUTENIBHO MOT'YT SIBJIATLCS. BUPYCAMMU IIPOKAPHOT,
MOCKOJIBKY MX HaXOMST Be3/I€, I7Ie BCTPEUAIOTCS OAKTEpHN: B
o0pasiax OKpysKaromeH Cpeibl, B COIEPKUMOM KHIIICUHUKA
MO3BOHOYHBIX, B KJIETKaX IPUOOB U OECIIO3BOHOUHBIX.
ITogo6HO MPOKAaPUOTHUECKUM LUCTOBHPYCAM, B TEHOME
I15B npucyTCTBYIOT M COXPaHSIOTCS B HACBIILIEHHOM COCTOSI-
HUM (QyHKIMOHAJIBHBIE CAMThI CBSA3BIBAHUS C pUOOCOMaMU
0aKTepHaIbHOTO THIIA, TOTJA KaK Y BUPYCOB 3yKapHOT FTE€HOM
STUMH MOTHBAMU HE HACBILIEH. BBICOKHI ypOBEHb COXpaHe-
HUS IPOKapUOTHYECKUX y4acTKOB B reHoMe I11bB nossoiser
MPEIOTI0KHATE, YTO OHH OTHOCATCS K HOBOMY CEMEHCTBY
PHK-BupycoB, HHPHUIIMPYIOMHNX OIPEAEICHHBIH THIT OaKTe-
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puii, ¢ BBICOKUM coziepxkanreM SD-mocienoBarenbHOCTEN B
reHome. Takumu Oaktepusmu-xo3seBamu [1bB MoryT OBITH
Firmicutes, BcTpedaromuecs B KHIIEYHUKE Y TO3BOHOUHBIX
1 O€CII03BOHOYHBIX, KOTOPBIE 00J1a/1al0T aHAIOTMYHBIM YPOB-
HEM CBOMCTBEHHBIX OaKTEPHUSIM IPOKAPHOTHIECKIX MOTHBOB.
Bericokyto wactoty mpucytcTBust SD-nocnenoBarenbHOCTEN
B renome I1bB M0OXHO cuuTars OJHUM U3 OCHOBHBIX KpPUTE-
pHEB, MO3BONSIOMNX UACHTU(HUINPOBATH HOBBIE cCeMeiicTBa
BHUPYCOB Ha MPUHAMIEKHOCTb K MPOKAPHOTHUECKOMY HIIN
9YKapHUOTUYECKOMY XO3SHHY.

Ho, uT0051 BHpYC MOXKHO OBLIIO OKOHYATEEHO OTHECTH K
(haram, B €ro TeHOME JJOJDKEH TAKXKe IPUCYTCTBOBATH CTPYK-
TYpPHBII T'€H, KOJUPYIOUIMH 0eloK co crenudruuecKuMu
MPOTEOIUTUIECKIMHU CBOWCTBAMH, OITPEIEIISIFOIINMHI CIT0CO0-
HOCTb BUPYCa K CAMOCTOSITEIIbHOMY IIPOHHUKHOBEHHUIO B OaK-
TepuaJIbHYIO KJIEeTKY. berok ¢ mporeonuTuyeckuMu cBoiicTBa-
MU TIpUCYTCTBYeT B Karicuze [16B, 4To yka3pIBaeT Ha crmoco0-
HOCTB 3TOTO BUPYCa K TOPH30HTAIBHOMY (CAMOCTOSITEIILHOMY)
pacnpoCTPaHEHUIO U3 KIIETKH B KJIETKY, K TPAHCMHUCCHH OT
OIIHOTO XO3iMHA K JpyroMmy. B To ke BpeMsi oOHapyKeHHUe
I15B B kuIIe4HuKe y caMbIX pa3HBIX X034€B MO3BOJISIET MPE-
nojararb, YTO UX FOPU30HTAIBHBIN EPEHOC OCYIECTBIISIOT
0axTepuu M, CIEI0BATEIbHO, CAMH 3TH BHPYCHI SIBISIOTCS
(baramu. Parosoii npuponoit [16B, oOycnosimBaromeit nx
CIIOCOOHOCTB K HeCTIeLU(PUUESCKOM TPAHCIIOKALIIHN Yepe3 CTeH-
K1 STUTENNAIBHBIX KIETOK KHIIEYHUKA, MOXKHO OOBSICHUTD
UX BBISIBICHHE B PA3HBIX TKAHAX OPraHMU3Ma.

JloTIOJTHUTENIBHBIM apTyMEHTOM B TIpeIIoIokKeHHH daro-
Bol npupoAs! [IBB ¢y kUt Taxke yrauHblid SKCIIEPUMEHT 110
BOCIIPOM3BOJICTBY in vivo cerMenTa | reHoma I16B B Esche-
richia coli, nonTBEpKNAOIMH BOBMOYKHOCTB CyIIIECTBOBAHUS
OaKkTepHaTbHON KyJIbTYPBI T Pa3MHOXKEHHS JAHHOTO BHPY-
ca. [TonOop KynbTypsl 7151 pa3MHOKEHHUS BUPYCa HEOOX0INM
JUTS OKOHUYATENbHOTO ONIpeIeNICHHs €ro Npuposl. J[o HacTos-
LIETO BPEMEHU HE J0Ka3aHa puHaaiexxHocThb I 1bB k Bupycam
BBICIIMX 9yKAPHOT, IOCKOIbKY HE YAAJIOCh UX BBIIEINTh U3
KYJIBTYP 3YKapUOTHYECKUX KJIETOK. YTOOBI OKOHYATEIbHO
YCTaHOBUTb, sABIstOTCA 1 [IBB Bupycamu npokapuot, He-
00XOMMO HaNPaBHUTh YCHIIMS Ha IOI00P XO35MHA JUTS UX pas-
MHOXCHUSA CPE€AN NPOKAPUOTUUCCKUX KIIETOK, MOJTYUCHHBIX
13 MUKPOOMOMa KHUIIEYHUKA MIIEKOTTUTAIONINX, U TOA00paTh
YCIIOBHS JUIs1 KyIETUBUPOBAHUS dTUX KIETOK.

" HAKOHCH, HAJIMYHUEC BCPOATHBIX POJACTBCHHUKOB CpE€AU
cemeiicte PHK-BupycoB ¢ aHamOrM4HbBIMU T'€HAaMM, C KO-
topeiMu I1BB MoryT 0oOMeHMBAThCSI CErMEHTaMH T'€HOMA,
penpoayuMpys aTUIMMYHBIE TCHETHYECKUE BAPUAHTEI, HE ITPO-
TUBOPEYUT MPaBOTE THUIOTE3HI 0 (paroBoii mpupone [16B, a
CBHJICTEIIBCTBYET 00 MX MOTEHIIMAIBHON CITIOCOOHOCTH TPH-
crocabauBaThCs K HOBBIM YCIIO0BUAM CYLIECCTBOBAHUA, I10-
3BOJIAIOIIEH UM MH(UIMPOBATH yKAPUOTHUECKUE MU TIPO-
KapUOTUYECKHUE KIETKU-X035€Ba.
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O6HapyXeHIe IreHHbIX KJIaCTepOB O1MOmeCTPYKIINM aJIKaHOB
I apOMaTUYeCKNX COeJIHEHIII B TeHOME
Rhodococcus qingshengii VKM Ac-2784D
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AHHoTayua. MHorve npefctaBuTeny poga Rhodococcus N3BeCTHbI Kak aKTVBHbIE BMOAECTPYKTOPbI KOMMOHEHTOB
HedTV (B TOM YMCne anKkaHOB) U apOMaTUYECKNX CoefuHeHuN. MpucTanbHOe BHUMaHMe, KOTOpoe CTanu yaenaTb
POAOKOKKaM B MocnefiHee Bpems, ABAETCA ClefCTBUEM X BbICOKOTO KaTabonmnyeckoro noteHuuana. PaHee Hamm
BblgeneH wramm Rhodococcus gingshengii VKM Ac-2784D 13 pusocdepbl Nbipes, MponspacTtaBluero Ha Hedresarpas-
HeHHo noyse. Mo pe3ynbTatam GpUIOreHeTNYECKOro aHaM3a 3TOT WTaMM MOXeT ObiTb OTHeceH K Buay Rhodococcus
gingshengii. Ha cerogHAWHWIA AeHb paclumndpoBaHbl Ny TN 1 MAEHTUGMLNPOBAHDI FeHbl AeCTPYKLUM MHOTUX 3arPA3HN-
Tenei. [1nA oLeHKN CnocobHOCTY paccmMaTpUBaeMoro WTamma K Aerpafgaunm Hedtun 1 HedpTenpoayKToB Mbl CCERO-
BaJIM reHHble KNlacTepbl, aCCOLMNPOBaHHbIE C TaKO CMOCOBHOCTbI0. DepMeHTbI AECTPYKLMMW afikaHOB NpeAcTaBieHbl
[BYMA KnacTepamMu 1 NATbIO OTAENbHO PacnofioxKeHHbIMY reHamu alkB. lecTpyKuma apomaTyeckmx CoeNHEHWIA Co-
CTOUT U3 ABYX 3TanoB: nepudepryeckoro n LeHTpanbHoro. leHom R. gingshengii VKM Ac-2784D copepXuT yeTbipe
13 BOCbMU U3BECTHbIX LIeHTPanbHbIX MyTel 4eCTPYKLMM apoMaTUYeCcKmX coefuHeHnin. CTpyKTypa reHHbIX KnacTepos
CXOfHa C OnMcaHHbIMK B NnTepaType wrammamu R. jostii RHAT v R. ruber Chol-4. NMepudepunueckune nytn npepcrasne-
Hbl KNacTepamu reHoB, KOAVPYIOLNX 6eNKN AeCcTPyKUMM 6EH30MHOW KACNOTDI, reH 6rdeHnn 2,3-guokcmreHassl 1 Aga
reHa 6udenunn-2,3-guon 1,2-4NOKCUreHasbl, y4acTBYIOLWUX B KaTabonusme 6udennna. Mpucytctene reHoB 6rdeHnn
2,3-[MoKcrreHasbl, Knactepa reHoB 6eH30aTHOTO 1 2-T’MAPOKCHNEHTaANEHOATHOIO NyTeil yKa3blBaeT Ha CMOCOBHOCTb
nccnefyemoro wraMma AecTpyKTMpoBaTh MNOAUXIOPUPOBaHHbIe 6deHUnbl. YCunuTb akTUBHOCTb GUOAECTPYKLMN
3arpAsHUTenell NoMoralT cypdaKkTaHTbl, yiyyLuaoLme JOCTYNHOCTb pa3faraeMblx BewecTs. 1A HeKoTopbiX BUAOB
Rhodococcus onucaHbl 6uocypdakTaHTbl Ha OCHOBe Tperano3sbl. B reHome R. gingshengii VKM Ac-2784D npucyTtcTsy-
10T FeHbl, KogupyoLune 6enkun bruocnHTesa cyppakTaHToB — otsA, otsB, treY, treZ. [laHHble 610MHGOPMALIMOHHOIO aHa-
N3a COrNacyoTCA C pesybTaTamMmn paHee NPoBeAEeHHbIX BUOXMMUYECKUX NCCefj0BaHNiA. 3HaHNe MeTabonnyecKoro
noTeHLUMana oTAebHOIo OpraHn3Ma, NoslyyeHHoe B pesysbTaTe aHann3a reHoma, Mo3BONT CO3AaBaTb afAanTMPOBaH-
Hble K 3aaHHbIM YCNOBUAM cMeck 6akTepmanbHbIX WTaMMOB, 00beauHALWE MAKPOOPraHN3Mbl C PasHbIM CreK-
TPOM MeTabonnyecKrx nyTen AecTpyKLun.

KnioueBble cnoBa: 6uopectpykums; Rhodococcus; HedptegecTpyKUMA; reHOMUKa.

Ana untuposanua: Mapkosa 0.A., MetpywunH U.C., Benosexew J1.A. O6Hapy<eHMe reHHbIX KnacTepoB 61uoaecTpyKLmm
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Detection of gene clusters
for biodegradation of alkanes and aromatic compounds
in the Rhodococcus gingshengii VKM Ac-2784D genome
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Abstract. Bacterial species of the genus Rhodococcus are known to be efficient degraders of hydrocarbons in contam-
inated soil. They are also employed for bioremediation of polluted environments. These bacteria are widely met in soil,
water and living organisms. Previously, we have isolated the Rhodococcus gingshengii strain VKM Ac-2784D from the
rhizosphere of couch grass growing on oil-contaminated soil. This strain can effectively degrade oil and some model
compounds (naphthalene, anthracene and phenanthrene). The results of phylogenetic analysis show that this strain
belongs to the species R. gingshengii. To understand the catabolic properties of this strain, we have studied its gene
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clusters possessing such properties. The alkane destruction genes are represented by two clusters and five separate
alkB genes. The destruction of aromatic compounds involves two stages, namely central and peripheral. The R. ging-
shengii VKM Ac-2784D genome contains four out of eight known central metabolic pathways for the destruction of
aromatic compounds. The structure of the gene clusters is similar to that of the known strains R. jostii RHA1 and R. ru-
ber Chol-4. The peripheral pathways include the genes encoding proteins for benzoic acid destruction. The presence
of biphenyl 2,3-dioxygeneses as well as gene clusters of benzoate and 2-hydroxypentandienoate pathways suggests
that R. gingshengii VKM Ac-2784D could degrade polychlorinated biphenyls. The biodegradation ability can be en-
hanced by biosurfactants, which are known to be synthesized by Rhodococcus. The R. gingshengii VKM Ac-2784D
genome contains the otsA, otsB, treY, treZ genes. The bioinformatics data are supported by the previous biochemical
experiments that allow a mixture of species with a wide variation of metabolic pathways to be obtained.

Key words: biodegradation; Rhodococcus; oil destruction; genomics.
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BBepeHune

Rhodococcus — poj TpaMITOJIOKUTENBHBIX OaKTepuii Kilacca
Actinobacteria, TOBCEMECTHO PacCIpPOCTPAHCHHBIX B OKPY-
s)aroeit cpeze. [IpencraBurenu 3Toro poja BbIJIEIECHBI U3
TIOYBBI, IIPECHOBOHBIX U MOPCKHX BOJIOEMOB, a TAK)KE U3 XKHU-
BbIX OPraHU3MOB. HeKOTOpBIe BUbI ABJIIFOTCA ITIaTOICHAMU, B
ToM uncne R. hoagii (panee R. equi), BRI3BIBAIOIIHI 300HO3-
Hble MHpeKnuu, 1 ¢uronarore R. fascians (Garrido-Sanz
et al., 2020).

[IpucranpHOE BHUMaHKE, KOTOPOE YAEGJSIOT POOKOKKAM
B ITOCJIETHEE BPEMsI, CTAJIO CJICACTBUEM MX BBICOKOTO Kara-
Gonmueckoro noreniuana. [IpexcraBureny poaa criocoOHbI
K OMOJECTPYKIMH CTOMKHMX OPraHMYECKUX 3arpsi3HUTEINCH:
MOJIMAPOMaTHUECKHUX YITIEBOJJOPO/IOB, JMOKCUHOB U JTHOKCH-
HOTIOJJOOHBIX COCTMHEHUH U JIp., 9TO 00YCIOBINBACT UX MPH-
MEHEHHE B COCTaBe OMOIpenaparoB JuIsl peMEANAINN I10UB
(Martinkova et al., 2009).

HVcnonb3oBaHne poJOKOKKOB B COCTaBe OMOIpenapaToB
TpeOyeT MOHNMaHNS TOTO, KaKHE MOJUTFOTaHThI CIIOCOOCH pas-
pylars JaHHBIH MUKpoopranu3M. Hanbosee nmonHblil oTBET
Ha 3TOT BOIPOC MOXKET JIaTh COBMECTHOE IPUMEHEHUE OHOo-
MH(OPMALMOHHBIX ¥ OMOXMMHUYECKHX MeTonoB. Ha ceron-
HSIIHUN AeHb paciu(poBaHbl MyTH ¥ UACHTH()UIMPOBAHEI
I'CHBI ACCTPYKIIUHU MHOTHUX 3ar‘pﬂ3HHTeJ’[eﬁ.

J11s1 pOOKOKKOB XapaKTEpPHO MHOXKECTBO T'€HHBIX KJIacTe-
POB, KOIUPYIOMNX (pepMEHTBI, paziararonme yrieBoa0poIbl
et (Zampolli et al., 2019). B npouecce nerpagamnuu aji-
KaHOB YYaCTBYIOT I'€HbI aJIKaH-MOHOOKCHUTeHa3 alkB, pacTBo-
puMble MOHOOKcuTeHass! (soluble di-iron monooxygenase,
SDIMO) u nuroxpom CYP153, BXoasmmuii B rpymity UTOXPoO-
MoB P450. ®epmentst AlkB u CYP153 00b19HO y9acTBYIOT
B OKHMCICHUM >KUIKUX ankaHoB, SDIMO nelicTByeT Ha KO-
POTKOIIETIOYEUHBIC aJIKaHbl, BKIIt0Yas razoo0pasHbie (<C8)
(Coleman et al., 2011).

JlecTpyKIiyst apOMaTHIeCKUX COSTMHEHUH COCTOHT U3 IBYX
aTanoB: nepudepuyeckoro u neHTpaisHoro. [lepudepunue-
CKHE Ty TH pa3HOO0Pa3HEI (OIHCAHO OOIIBIIIE IBYX JECATKOB).
bnaronmapst ©M pOJTIOKOKKH CIIOCOOHBI OKHCIISTH TIOJIHapoMa-
tnaeckue yrneonopoas! (ITAY), 6udennnsl, crepouas! unm
(ranmarel 10 OOUIMX MHTEPMEIHATOB, KOTOPBIE OKHCIISAIOTCS
[EHTPAJIbHBIMH MY TSIMU IECTPYKIUH. Y POJOKOKKOB OIHCa-
HO BOCEMb IICHTPAJIbHBIX MTYTeH NECTPYKIMHU: B-KeTOauIIaT-
HBIN, CHUIIAETATHBIN, 2-THAPOKCHIICHTAIUCHOATHBIH, TCH-
TU3aTHBI, TOMOT€HTH3aTHBIN, THIPOKCUXUHOIBHBIN, TOMO-
HpOTOKaTeXOBBIﬁ IMyTH U €€ OAUWH C HECHU3BCCTHBIM Cy6-

crparom (Guevara et al., 2019). I'eHbl, KOTOpbIE KOIUPYIOT
Oesku, ydacTByIOLIHE B NMEpU(EpUUSCKUX MyTIX IECTPYK-
MY, JIOKAJIM30BaHbl, KaK MPaBHUJIO, HA IJIa3MHU/AX, a TCHBI,
Y4acCTBYIOIIKWE B HCHTPAJIbHBIX ITYTAX, pacIiojiararorcs B Xpo-
MOCOMe.

BcnomorarenbHyto ponb Ipu Aerpafanui ruapohoOHbIX
COEJIMHEHUI BBITIONHSIOT OMOCYphaKkTaHThl. TO MOBEPXHOCT-
HO-aKTHBHBIE BELIECTBA, YJIydIlIaloline OHOJOCTYIHOCTh
pasiaraeMbIX BemecTB. POJOKOKKM CHHTE3MPYIOT OHOCYp-
(haKTaHTHI HA OCHOBE TPErajo3bl ¥ MUKOJIOBBIX KHCIIOT (Tpe-
raonumuasl) (Kuyukina, Tvshina, 2010).

[ens paboThI cOCTOSIIA B TOUCKE TEHOB, KOIUPYIOMINX BbI-
IIeyKa3aHHbIe MeTaboIMYecKre MyTH B reHome Rhodococ-
cus qingshengii VKM Ac-2784D, st BBIICHEHHS €10 CII0C00-
HOCTH K JIerpajalii HeTH U HeTepOayKTOB.

MaTeleaﬂbl n metogbl

MItamm Rhodococcus qingshengii VKM Ac-2784D Boine-
JieH Hamu u3 pusocdepsl nsipest (Elytrigia repens), Ipous-
pacraromiero Ha HeTe3arps3HEeHHOW TEPPUTOPUH B paliOHE
noc. Teipets MpkyTtckoit obnactu (Belovezhets et al., 2017).
YCTaHOBIIEHO, YTO OH MOXET OKHCIATH KaK aJKaHbl, TaK U
MONUIUKINYECKHE apoMaTuiecKue yrieBonopossl (Belove-
zhets et al., 2017).

B 11e5151X n3y4eHusi TeHOMHBIX [IPU3HAKOB U MOTEHIMAJA K
OmonerpaaIiy, IMOJHBIA TEHOM OBLT CEKBEHHPOBAH U OITy0-
mukoBaH B NCBI GenBank ¢ unentudukaropom gocrymna
CP064920 (Petrushin et al., 2021). AHHOTHPOBaHHBIII TEHOM
R. gingshengii VKM Ac-2784D conmepxxut 5775 reHOB, B
ToM grcIte 5716 OeNoK KOIUPYIOIIUX-TI0CIICA0BATEIIEHOCTEH,
3 pPHK, 53 TPHK u 3 nexonupytomux PHK.

st onpeneneHust BUAOBOW NMPUHAMJIEKHOCTH MOCIEN0-
BaresIbHOCTH cyObenHuIb! 16S pPHK 6b11a cobpana n3 uc-
XOJHBIX JaHHBIX CEKBEHUPOBAHUSI C TIOMOILBIO TPOTrPaAMMBI
MATAM (Pericard et al., 2018). UnerTndukarops nocie-
nmosatenmbHOCTe 16S pPHK BHIoB Rhodococcus B3sTH U3
JIUTEPATYPHBIX JaHHBIX 10 cUcTeMaruke 3toro pona (Girtler,
Seviour, 2010; Sangal et al., 2019). ®unorenernyeckoe ae-
PEBO TIOCTPOEHO METOJIOM MaKCHMAJIBHOTO MPABIONOA00NS
¢ mozenbio Tamura—Nei 1 ¢ mapamMeTpamMu 10 yMOJTYaHUIO B
nporpamme MEGA X (Kumar et al., 2018). Ins poxcTBeH-
HBIX BHJIOB C BBIPAXXEHHOI aKTHBHOCTBIO HE(PTEACCTPYKIIUH
MOCTPOEHBI MaTpHIa CPEJHEHYKICOTHIHBIX PACCTOSHUN U
(pustoreHeTHYECKOE AEPEBO HA OCHOBE MOJTHOTCHOMHBIX JaH-
HBIX C TIOMOIIBI0 porpamMmsl pyani v. 0.2.11, peskum ANIm
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(https://github.com/widdowquinn/pyani) ¢ mapamerpamu o
ymoa4aHuio. Ilpu pacuere 3Tux paccTOsIHUIM UCIIOAB30BAIIN
anroputm MUMmer (Deloger et al., 2009) 1 nonnsle reHo-
MBI HCCIIEyEeMbIX HITAMMOB, pa3jieiisieMble allTOPUTMOM Ha
(hparMeHTHI, KaK OMUCAaHO B OpuTHHANBEHON padote (Richter,
Rossello-Mora, 2009).

[Touck uccienyemMbpIX TeHOB MeTaboJIM3Ma MPOBOAMIN C
oMot b0 BLAST-orcka 1mo M3BECTHBIM ITOCIIENOBATEND-
HOCTSIM T'€HOB JIerpaJialliy ajJKaHoB, OudeHuioB u ap. [oa-
TOTOBKY MJLTIOCTPALMi M paboTy C aHHOTHPOBAaHHBIM T€HOMOM
Rhodococcus qingshengii VKM Ac-2784D ocymiecTBisum B
nporpamme UGENE (Okonechnikov et al., 2012). Ananus
I€HOB METa00JIMYECKUX ITyTEH BBIMOIHEH B OHJIAH-CEPBUCE

RAST SEED (Overbeek et al., 2014).
Pesynbratbl

DdunoreHeTnYeCKOe NONOXKEHVe UCceayeMoro WwraMmma

I[J'lﬂ onpeacjicHuAa BI/II[OBOﬁ NpUHAAJICIKHOCTHU IITaMMa
R. gingshengii VKM Ac-2784D MBI HCTIONB30BaIH TPaIu-
IIUOHHBIN CIIOCOO MOCTPOCHUS (PIIIOTCHETHIECKOTO JIepeBa
o nociienoBarenbHoCcTIM (parmenta 16S pPHK. Bmecte ¢
Ha3BaHISIMH BUIOB Ha pUC. | IpHUBEIEHB! HACHTH(PUKATOPHI
nocnenoBarensHocTelt B NCBI GenBank. J{ns irydrero Boc-
MIPUSATHSA AepeBa (A7 BCeX OIMMCAHHBIX BUIOB OHO MOTy4aeTcs
OYEeHb ITPOMO3/IKIM ) BHUMAHHUE YISISI0Ch TAKCOHAM, Haubo-
niee OJIM3KHM K HCCIeyeMoMy mTaMMy. JIBa Hanboiee Omms3-

0.001

Detection of the genes related to degrading oil
in the Rhodococcus gingshengii VKM Ac-2784D genome

KuX BUIA K R. gingshengii VKM Ac-2784D — ato R. ging-
shengii n R. erythropolis, 06a XOpOIIIO H3BECTHBI B KaUECTBE
Hedrenectpykropos (Tancsics et al., 2015).

Mounck poacTBEHHDbIX WITAMMOB-HepTeAeCTPYKTOPOB

Xots ommcano 6onee 50 BuaoB Rhodococcus, nias HaIIero
UCCIIeJOBaHHs HAaNOOJIbIINK WHTEpEC MPEACTaBISUIA Opra-
HU3MBI, SABISIONIHECS HePTEAeCTPYKTOPaMH, JJIsi KOTOPBIX
OITyOJIMKOBaH TIOJHEIN reHoM. B nponecce paboTsl ¢ ueTou-
HUKaMH IS TIOCJICAYIOIICTO aHajIi3a HaMH ObLTH OTOOPaHbBI
30 reromoB Rhodococcus. Ha 0CHOBE CpeTHEHYKICOTHAHOTO
paccrostHus (average nucleotide identity) 6puTa OocTpoEHa
TeIJIOBas KapTa W JIepeBO AJisi 9TUX reHoMoB (puc. 2). Ta-
KOW CIT0CO0 YUHUTHIBAET BCIO TEHOMHYIO MH(OPMAITHIO, a HE
Tosbko omimuams Bo ¢pparmente pPHK. Hecmotpst Ha To uTO
JUIS 4acTH aHaJM3MPYEMbIX LITAMMOB BHJ HE OIpEJIEIIEH,
Rhodococcus sp. BH4, xak n uccnenyeMsiii R. gingshengii
VKM Ac-2784D, MmoxeT ObIT OTHECEH K BUIY R. gingshengii.
3ameTHO TaKKe, 4to rpynmna R. erythropolis u R. rhodochrous
ATCC 17895 mocratouHo manexa oT rpynmsl R. gingshengii.
WuTtepecHo, 4TO OIMH U3 IEPBBIX OMMCAHHBIX ITAMMOB-HE(-
TenecTpykTopoB R. jostii RHA1 oueHb ONMM30K K HEUICHTH-
turmmpoannoMy Rhodococcus sp. DK17.

Knactepbl gecTpyKuun ankaHoB
B renomax ommcaHHBIX mITaMMOB Rhodococcus ren alkB
0OBIYHO PACIIONIOKEH B KJIacTepe ¢ TeHAMH, KOAUPYIOIIHIMHU

NR 043535.1 R. gingshengii JCM 15477 strain djl-6

0.005 |0.000

0.000
0.006

0.005

0.008
0.010

0.024

0.004

0.003

0.021

0.014

R. gingshengii VKM Ac-2784D

NR 145886.1 R. gingshengii strain CCM 4446
U'T?\(I)R 119125.1 R. erythropolis strain ATCC 4277
0'@mNR 037024.1 R. erythropolis strain N11

0.000.002
L DQO000156.2 R. erythropolis isolate 3C-9
0.007

% MH205096.1 R. dagingensis strain Z1
0.005
AF416566.1 R. maanshanensis

0.006

{ KF887492.1 R. kronopolitis strain NEAU-ML12
0.005
0013 AB067734.1 R. tukisamuensis

KY317932.1 R. psychrotolerans

—— AJ854055.1 R. triatomae type strain IMMIB RIV-085

0.004

ﬂEKJ%%MJ R. soli strain DSD51W
999 AF490539.1 R. equi strain DSM 20307T

0.007

0.002
0.007

0.001

"( MF405107.1 R. olei strain Ktm-20

0.001
L KP232908.1 R. agglutinans strain CFH S0262

0.006
AF447392.1 R. aetherovorans strain Bc663

0.012

| 0.000
0.030 AY247275.1 R. ruber M2

AB211229.1 R. fascians strain: NKCM8906

0.083

0.020

X73976.1 C. otitidis gene for 16S rRNA

Puc. 1. OunoreHetnyeckoe aepeso ana R. gingshengii VKM Ac-2784D 1 poaCTBEHHbIX BULOB.

Mpwn NnocTpoeHnn ncnonb3oBaHbl NocnefoBaTenbHocTH pparmeHToB 16S pPHK. Maentudukatopsl goctyna ans NCBI GenBank ykasaHbl crieBa oT HavimeHOBaHMiA

LTaMMOB.
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O6Hapy»keHvie reHOB AeCTPYKLMMN KOMMNOHEHTOB HehTU
B reHome Rhodococcus gingshengii VKM Ac-2784D
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Puc. 2. Tennosas kapTa u punoreHeTnyeckoe aepeso ana R. gingshengii VKM Ac-2784D v ppyrvix npeAcTaBuTenei C BblipaxeH-

HOW aKTMBHOCTbBIO K [eCTPYKUMN KOMMOHEHTOB Hed)TI/I.

Lkana ANIm_persentage_identity nokasbiBaeT cTeneHb CXOACTBa COOTBETCTBYIOLLE Napbl reHoMoB (0T 0 go 1).

pyopenokcun (alkG1, alkG2 v rubA 1, rubA2) nim pyope-
nokcuH penykrasy (alkT wnu rubB) (Whyte et al., 2002). B re-
Home R. gingshengii VKM Ac-2784D nmerorcs 1Ba KiacTepa,
COZIepIKalUX TeHbI aTKaH-MOHOOKCHUTEHAa3bl U pyOpemoKcu-
HOB (puc. 3). OGHapyKEHBI TAKXKE MATh OTJEIBHO PACIOo-
JKeHHBIX TeHOB a/kB — TpH B XpOMOCOME U /IBa B IIJIa3MHU/IE.
Taxke B reHOMe aHHOTUPOBaHbI 14 reHOB nuToxpoma P450
(11 B xpomocome u 3 B miasmuje). [eHbI, KOTUPYIOIIHE
SDIMO, He HaliAeHEI.

LieHTpanbHble NyTy gecTpyKuum

apomaTuyecKkunx coeauHeHunn

VY R. gingshengii VKM Ac-2784D BbISIBICHBI YeTHIpE LICH-
TpaJIbHBIX IYTH ACCTPYKLUU: B-KETOAUIIATHBIN, (DeHUIIAIIC-
TaTHBIN, 2-THIPOKCUTICHTANEHOATHBIN M TOMOT€HTH3aTHBIH.
CrpyKTypa reHHBIX KJIacTepoB (puc. 4) CXOIHA C ONICAHHBIMA
B nuteparype mrammamu R. jostii RHAL u R. ruber Chol-4
(Navarro-Llorens et al., 2005; Yam et al., 2010; Gibu et al.,
2019; Guevara et al., 2019).

MNepudepnueckme nyTu gecTpykunn

apomaTnyecKknx coegnuHeHnmn

PacenieHre apoMaTHYeCKOro KOJbIia 00BIYHO OCYIIECTBIISI-
eTCs TMOKCUTeHa3HBIMH crcTeMamu Pucke 2Fe-2S, kotopsre
YYacTBYIOT B JeTpafganuu OudeHwuIa, momuxIOpUPOBaHHO-
ro ougenmna, STHIO0CH30/1a U HaTaaHHA (KJIACTEPhI, BKITIO-
yaromue TeHbl bph, etb u nah). OHA 007aMAIOT MHUPOKUM
JTUAIa30HOM CyOCTpaTHOM CIICIIU(PHUIHOCTH U MOTYT IIPUCYT-
CTBOBaTh B FTCHOME POJOKOKKOB OfHOBpeMeHHO (Shumkova
et al., 2015). B rernome R. gingshengii VKM Ac-2784D 06-
HapykeHo 88 mpearnonaraeMbIx OKCUreHas: 25 JMOKCUreHa3
1 63 MOHOOKCHUTEHA3HI.

W3 mepudepuuecknx myTeil B XxpoMmocome R. gingshengii
VKM Ac-2784D npucyTCTBYIOT KJIacTep Fe€HOB, KOTUPYIO-
KX OEJNKH AeCTPYKIUN OCH30MHON KHCIIOTHI, TeH OneHMI
2,3-mMoKCUTeHAas3sl U 1Ba TeHa Omdenni-2,3-auon 1,2-1nok-
CHUTCHA3bI, yIACTBYIOIIUE B KaTabom3me oudermna. CTpyKTy-
pa rernoro knacrepa (bphABCDK) npexacrapieHa Ha puc. 5.
Hatinensr Takxke TeHBI JHOKCUTEHA3, OCYIICCTBISIONINX HH-
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TetR rubB rubA1 rubB2 alkB1
A A A A A
N | N <V N <V
5439k 5440k 5441k 5442k 5443k

Puic. 3. OpraHu3auma reHHoro Knacrepa B xpomocome R. gingshengii VKM Ac-2784D, koanpyioLero MOHOOKCHreHasbl, pybpeaok-

CVH 1 pyGpeaoKCMHpeayKTasy.

30ecb 1 Ha PUC. 4 1 5 CTPeNKM YKa3blBalOT HaMnpaBsieHne TPaHCKPUNLMK.

a catR catA catB  catC pcaF pcaR pcal pcaB pcaG pcaH pcal  pcal
N A N N A A A A A A A A
[ {m ) O ¢ X K [ —
—++++ - t-+++++++-+++++++++— Attt
666k 667k 668k 669k 670k 794k 795k 796k 797k 798k 799k 800k 801k 802k
6 paal paal padA paaB  paaC paal paaK paaF
o (1 ) ) )| ) ) ) )
539k 540k 541k 542k 543k 544k 545k 546k 547k 548k 549k 550k
8 xylF | hyd N bphC | , hsaF  ~ hsaG hsaE
| ) | N > { ¢ (<
937k 938k 939k 940k 941k 942k 5446k 5447k 5448k 5449k 5450k 5451k
2 Ip, | N N v ech acs hmgB hmgA ~ hmgR
D8 ) p ) ¢ = > X
879k 881k 882k 883k 884k 885k 886k 887k 888k 889k 890k 891k 893k 1342k 1343k 1344k 1345k 1346k 1347k

Puic. 4. OpraHusauusa KnactepoB LieHTpasbHbIX nyTein gectpykuum MAY: B-keToagunaTtHoro (a), deHunaueTtatHoro (6), 2-rmapoKcmneHTagneHoaTHo-
ro (8) ¥ FOMOreHTV3aTHOTO (2) NyTel, HalAeHHbIX B reHome R. gingshengii VKM Ac-2784D.

LuxR benK benD benC benB benA pvcC red benR
< < K < (G ¢ | < 4 | | A ]
654k 655k 656k 657k 658k 659k 660k 661k 662k 663k 664k 665k 666k 667k 668k

Puc. 5. OpraHn3auus KnactepoB reHoB, Kogupyowux neprdepudeckme nytn gectpykumm MAY: gectpyKunsa 6€H30MHOWN KNCOTbI.

TPaJHOIbHOE U IKCTPAIUOJIbHOE PACILEIJICHUE apoMaTHye-
CKOro Kojbla. Kiactep reHoB #mo, y4acTBYIOLIMM B IpeBpa-
IIEHHUH TOJTyoJIa B n-Kpe3oi, Y R. gingshengii VKM Ac-2784D
OTCYTCTBYET.

CuHTe3 6rocypdakTaHTOB

Jluist HekoTOpBIX BUI0B Rhodococcus onrcanbl TeHHbIE Kilac-
TEpbI, CBSI3aHHBIE C CHHTE30M OMOCYp(haKTaHTOB Ha OCHOBE
Tperainosbl. [TepBbie paboThl, B KOTOPBIX PaCCMOTPEHBI BO3-
MOXHBIE ITyTH CHHTE3a, KacaroTCs MaTOTeHHbIX OakTepuii
Mycobacterium tuberculosis (De Smet et al., 2000). Anano-
THYHBIC TyTH TOATBEPKACHBI 1 JUIs pogoKokkoB (Retamal-
Morales et al., 2018). B renome R. gingshengii VKM Ac-
2784D nipuCYTCTBYIOT T€HHI 0154, otsB, treY, treZ, Komupyro-
mye OesKu OMoCcHHTe3a Cyp(aKkTaHTOB.

O6cyxpeHue

CnocoOHocTh uccieayemMoro mramma R. gingshengii
VKM Ac-2784D ytunuzupoBars KOMIOHEHTHI HepTH, [TAY
U JpyTHe MOJUTIOTaHThI MOATBEP)KICHA HAMHU B Ps/ie KCIIe-
pumMenTtanbHbIX pador (Tretyakova et al., 2019a, b; Belove-
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zhets et al., 2020). Panee Hamu ObLIO MMOKa3aHoO, 4To R. ging-
shengii VKM Ac-2784D npenMymiiecTBEHHO MeTabOIH3upyeT
AJIKaHOBYIO (hpakIiio He(TH, OT/HABasI IPEANOYTEHHE AJKa-
Ham ¢ mHoi nenu Ci4,—C,y4 (Belovezhets et al., 2021a). B to
K€ BpeMsI Mbl OTMEYaeM JTOCTATOYHO BBICOKYIO aKTUBHOCTb
B OTHOIICHUN apOMaTHYECKHX COSTMHEHHH, YTO TIOITBEPIK-
JIaeTCsl M pa3iioKeHUEM MOJIEIIbHBIX coenHeHni Hedtn (Be-
lovezhets et al., 2021b). OmHUM U3 BO3MOXKHBIX MEXaHU3MOB
MOA00HON MeTabOIMIECKON aKTHBHOCTH MOXKET CITY>KHUTh
cuHTe3 OuocypdakranToB. McciaeMoBaHHBIN ITAMM SBJIsI-
eTCsl XOpOLIMM TpoxyleHToM OnolIAB kak BHEKJIETOUHBIX,
TaK M KJIETOYHO-CBSA3aHHBIX (popM. MakCUMalIbHBII CHHTE3
BHEKJIETOUHBIX OMOCYpP(AKTaHTOB, BBISIBICHHBIH Hamu 0e3
OIITHMHM3ALIMH [TUTATEILHOW CpelIbl, COCTAaBIII 1OYTH 1.5 1/11
(Belovezhets et al., 2021b).

qTO6bI OIPEACIINTE HEKOTOPLIE MEXaHMU3MbI ACTpaaaliun
QJIKAaHOB U apOMATHYECKUX COSIMHEHUIT, MBI IPOBEIIN CEKBe-
HUPOBAHME F€HOMa M aHAJIN3 TeHHBIX KJIACTEPOB, CBI3AHHBIX
C COOTBETCTBYIOIIUMH MeTa00INYECKUMHA MyTsAMUA.

B mocienHue ronbl ceKBEHHpOBaHHE OAKTEPUAIBHOTO
TeHOMA CTaJI0 PYTHHHOM 3ajadei, TOCTYITHON sl JII000H

BaBunoBckuii )KypHan reHeTuku u cenekuunm / Vavilov Journal of Genetics and Breeding - 2023 - 27 - 3



10.A. MapkoBa, U.C. MNeTpyLunH
J1.A. benosexeu,

MHUKPOOHOJIOTHYECKOW J1aboparopuu. AHHOTALMSI MHOTHX
I'€HOB, CBSI3aHHBIX C He(TEACCTPYKIIMEH, BHITIOJIHSIETCS aBTO-
MaTtudecku npu myonukaum reioma B NCBI GenBank cu-
cremoii Prokaryotic Genome Annotation Pipeline (PGAP).
3TO N03BOJIISIET ONPEICIIUTD YACTh TeHHBIX KJIACTEPOB yXKe Ha
JTare NepBUYHOro OMOMH(OPMAIIMOHHOTO aHaM3a. JlabHe-
IIMH TTOUCK BBITIOJIHSIICSI HAMHU TI0 JIMTEPATypPHBIM JAaHHBIM
(Navarro-Llorens et al., 2005; Yam et al., 2010; Guevara et
al., 2019). Ms1 oOHapyXuiu, 9TO B TeHOME R. gingshengii
VKM Ac-2784D conepKuTcst YEThIpE U3 BOCbMH U3BECTHBIX
HEHTPAJIBbHBIX MyTeH ACCTPYKINH aPOMaTHIECKUX COC/TIHE-
HUH. DepMEeHTHI AeCTPYKINH alTKaHOB IPE/ICTABIICHEI B BHIE
JIBX KJIACTEPOB, COJEPIKALINX I'€HbI aJIKAHMOHOOKCHI€HA3bI U
PYOPEIOKCHHOB, MATH OTJENILHO PACIIONOKEHHBIX TeHOB alkB
(Tpex B XxpoMocoMe U JIByX B Iutazmue). [IpucyTcTBue reHos
Ooudennn 2,3-TMOKCUTeHA3kl, KJIacTepa TeHOB OEH30aTHOTO U
2-TU/IPOKCUTIEHTANEHOATHOTO ITyTEH CBUJICTEILCTBYET O MO-
TEHIMATBHON criocoOHOCTH R. gingshengii VKM Ac-2784D
JIECTPYKTHPOBATH MOJIHUXIOPUPOBAHHbBIE OH(EHHIIBI.

JleranbHble CBEJICHUS] O PACCMOTPEHHBIX TeHAX U PUCYT-
CTBHMHU MX B TCHOMaX HCCIEIyEMbIX IITAMMOB IPUBE/ICHBI B
Tpunoxenun'. [lns mramma R. gingshengii VKM Ac-2784D
yKa3aHbl JOKYChI, COOTBETCTBYIOIINE (pyHKIMOHAIBHBIM
TeHaM, CCHUIKM Ha SKCIEPUMEHTAIbHbIE PabOoThI, a TaKke
CTEIeHb CXOJCTBA OEJIKOBBIX IOcienoBaresibHoCTel. Ecnu
paccMaTpuBaTh CXOJICTBO T€HHBIX KJIACTEPOB B IIEJIOM, TO K
HCCIIeIyeMOMY ITaMMy Hanboee Onm3ku 7 u3 29 paccMat-
PHUBaEMBbIX POJICTBEHHBIX IITaMMOB. B anexkrponHom I1puio-
JKCHUH NX HAMMEHOBAHHMSI OTMEUCHBI CePhIM IIBeTOM: R. ruber
YC-YTL,R. gingshengii VER34, R. qingshengii VT6, R. ging-
shengii djl-6-2, Rhodococcus sp. PR4, Rhodococcus sp. BH4,
R. rhodochrous ATCC 17895.

JlanHbpIe OMOMH(OPMAITMOHHOTO aHAJH3a COTJIACYIOTCS C
pesyabpraraMu OMOXMMHUYECKHUX HccnenoBannid. Hamm momy-
YeHa KOMIUICKCHAsl XapaKTepUCTHKA IITaMMa POJOKOKKA,
TMIO3BOJISIFOIIAS [IEJICHANPABIEHHO HCI0JIB30BATh ATOT MUKPO-
OpraHM3M JUIs AECTPYKINH TeX MM UHBIX 3arpsi3HUTEINCH.

3aknioyeHune

K nacrosmemy BpeMeHH paciin(poBaHbl ITyTH U UJICHTUDH-
IIMPOBAHBI TeHBI JIECTPYKIIMH MHOTHX 3arpsi3HUTENEH. 3HaHue
MeTabOoINYECKOro MOTEHIHAlIA OTACIBHOTO OpraHu3Ma, IOy -
YEHHOE B pe3yJibTare aHaju3a reHoMa, MO3BOJINT CO3/1aBaTh
aJlanTHPOBAHHBIE K 33 JaHHBIM YCIOBHSAM CMECH OaKTepHallb-
HBIX IITAMMOB, 00BEANHSIOIINE MUKPOOPTaHH3MBI C Pa3HBIM
CIEKTPOM META0OIMUECKHX ITyTeH AeCTPYKIUH. {15t OlleHKH
CIIOCOOHOCTH paccMaTpUBaeMOTo ITaMMa K Jerpajaliu
He(TH U HEPTENPOAYKTOB MbI HCCIIEJOBAJIM T€HHbIE KJIacTe-
PBI, aCCOIMUPOBAHHBIC C TaKOW CrIOCOOHOCThIO. CTPyKTYpa
TeHHBIX KJIACTEPOB CXOJIHA C ONMCAHHBIMHU B JINTEpaType
mrammamu R. jostii RHA1 u R. ruber Chol-4. ®epmeHTHI
JIECTPYKIMH AJIKaHOB MPE/ICTABICHBI IByMsl KiacTepamMu U
ISITBIO OTJEIILHO PACIIOJIOKEHHBIMU TeHaMH alkB. Yenmntsb
AKTHBHOCTbH OMOJIECTPYKIIMH 3arpsi3HUTEIICH TTOMOTAIOT Cyp-
(haKTaHTHI, yITydIIAONUINE JOCTYIMHOCTh Pa3laraéMbIX Be-
mectB. HecomHeHHO, 3¢ (eKTHBHOCTB TaKUX OMOTIPETTapaToB
HAaJI0 OLICHUBATH B YCIOBHSAX KCIIEPUMEHTA.

1 Mpunoxexne cm. no agpecy:
https://vavilovj-icg.ru/download/pict-2023-27/appx10.pdf
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KoMnumisins 1 (pyHKIMOHA/IbHAA KacCu@@uUKalys reHoB,
aCCOLMIMPOBAHHBIX C IJIMHON TeJIoMep, Y UeJoBeKa
I OPYTUX BUOB XXIMBOTHbBIX

E.B. UrnatreBa®, H.C. 0anH, A.M. Aapkun ®

DepepanbHbii NccnefoBaTeNbCKUIA LLeHTP VHCTUTYT yutonorum n reHetukn Cnbrpckoro otaeneHns Poccuiickoin akagemun Hayk, Hosocmbupck, Poccus
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AHHoTaLuA. Tenlomepbl — 3TO KOHLIEBbIE YYACTKM XPOMOCOM, obecneyrBatoLlyie X CTabunbHOCTb B XOAe KIIETOYHOTO
feneHuns. YKopoueHue TefloMmep UHULUMPYET NPOLIECC CTAapeHNA KNETOK, YTO MOXET NMPUBOAUTbL K AereHepaumm n
aTpodun TKaHel. YKopoueHue TenoMep CBA3aHO C COKPALLEHNEM MPOLOMKUTENIBHOCTY XI3HM 1 C Npeapacnosno-
YKEHHOCTbIO K psdy 3aboneBaHuii, MOSTOMY JaHHbIV MOKa3aTeNb MOXET ObITb CMOMb30BaH B KauecTBe NpeamkTopa
NPOACIKNTENBHOCTMN XKNU3HU N COCTOAHMUA 3[0POBbA OTAENbHOIO MHAMBMAA. INnHa Tenomep — CNOXHbIN peHoTU-
NMYECKNIN NPU3HAK, KOTOPbIN onpefenaeTca MHOrMMy GakTopamu, B TOM YnC/e reHeTuyecknmmn. MHorouncieHHble
nccnepoBaHuaA (BKNOYasa NOMHOreHOMHbIN aHanm3 accoumnaumii, NMIAA) cBMAeTENbCTBYIOT O NOJIMTEHHOM XapaKkTepe
KOHTPONA ANIMHbI Tenomep. Lienb paboTbl — oxapakTepusoBaTb reHeTUYeCKe OCHOBbI PErynALmMm AfIViHbI TeIOMep Ha
ocHoBe AaHHbIX MMAA, nonyyeHHbIX NPY NCCEA0BAHMMN PA3SIMYHbBIX NOMYNAALMOHHbIX BbIGOPOK YenoBeKa 1 Apyrux
XKMBOTHBIX. 118 3TOro aBTopamu 6bina cobpaHa KOMNUAALNA rEHOB, aCCOLUNPOBAHHBIX C ANIMHOWN TENOMEP MO AaH-
HbiM MTAA, KoTopas BKtoYana ceefieHnsa o 270 reHax YenoBeKa, a TakKe 23, 22 1 9 reHax, BbIAIBIEHHbIX Y KPYMHOTO
poraTtoro ckoTa, JOMOBOro BOpobbA 1 HemaTofbl COOTBETCTBEHHO. CpeAn HMX NPUCYTCTBOBaNN ABa reHa-opTosIora,
KoaupytoLmx 6enok wentepuHosoro komnnekca (POTT y yenoseka u pot-2 y C. elegans). OyHKLMOHaNbHbIN aHann3
NoKasaJi, YTo Ha ANIMHY TENOMEpP MOTYT BIIUATb FeHETNYECKME BapraHTbl B reHax, KOAUPYoLWMx: 1) CTPYKTYpHble KOM-
NMOHEHTbI TeNOMepasbl; 2) 6eIKOBble KOMMOHEHTbI TETOMEPHbIX YYaCTKOB XPOMOCOM (LUeNTEPUHOBBIN KOMMNEKC 1
CST komnnekc); 3) 6enku, yyacTaytolue B G1MoreHese TenoMepasbl U PerynmpyoLre ee akTMBHOCTD; 4) 6eKu, pery-
npytowye GyHKUMOHANIbHYIO aKTVBHOCTb KOMMOHEHTOB LUENTEPYHOBOIO KOMMIEKCa; 5) 6eNku, yyacTByoLmne B pe-
NAnKaLmMm n/unmn KINMpoBaHuy Tenomep; 6) 6enkn, KOHTPONMPYILMe anbTepHATUBHbIA NYTb YASIMHEHWA Teromep;
7) 6enku, pearupytowme Ha nospexaeHna JHK n otsevatowme 3a penapauuio; 8) komnoHeHTbl PHK ak30com. B pabo-
Te BblAABNEHbI FeHbl YeNTOBEKa, MAEHTUOULMPOBaHHbIE HECKONbKUMYM NCCef0BaTENbCKAMI FPYNNaMmn B NOMYAALMAX
Pa3fNIMYHOro STHMYECKOrO MPONCXOXKAEHNA. ITO reHbl, KOAUPYoLMe KOMMOHeHTbl TenoMepasbl (TERC v TERT), a Tak-
xe reH STNT, kogupytowmii 6enok CST komnnekca. Mo-BuagnMomy, NonMop@Hble TIOKYCbI, 3aTparmsatoLme GyHKLUm
STUX reHOB, MOTYT ObITb Hanboee HaJEXHbIMY MapKepammn NPeAPacnoNoXeHHOCTN K 3abonieBaHVAM, CBA3aHHbIM
C AnviHol Tenomep. CncTeMaT3nMpoBaHHble HaMU AaHHble O reHax 1 nx GyHKUMAX 6yayT nonesHbl Npu paspaboTke
NPOrHOCTNYECKMX KpuTepunes 3aboneBaHunin YenoBeka, 419 KOTOPbIX NOKa3aHa CBA3b C ANNHON Tenomep. CeeeHnA
0 reHax 1 npoueccax, KOHTPONUPYIOLWMX AAVHY TeIOMep, MOryT 6biTb BOCTPebOoBaHbI A/ MapKep-OpUEHTUPOBaH-
HOW 1 TEHOMHOW CeNeKunn CeNbCKOXO3ANCTBEHHbIX XMBOTHbIX, HaMpPaB/IEeHHON Ha NOBbILIEHNE NPOLOMKNTENIbHO-
CTV UX XO3ANCTBEHHOIO CMONb30BaHUA.

KnioueBble cfioBa: AJIMHA TeIOMEpP; reHbl-KaHAWAATbl; MOHOreHOMHbIM aHanu3 accoumaunii; GyHKLMOHANbHbIN
aHanus.

Ana untmpoBaHus: Mrbatbesa E.B., lOauH H.C., apkuH .M. Komnunsauua n ¢yHKUMOHanbHas Knaccudurkauma re-
HOB, aCCOLIMMPOBAHHbIX C AJIVHOW TENOMEP, Y YenloBeKa 1 APYriX BUAOB KNBOTHbIX. Bagunosckuli XypHan 2eHemuku
u cenekyuu. 2023;27(3):283-292. DOI 10.18699/VJGB-23-34

Compilation and functional classification of telomere
length-associated genes in humans and other animal species

E.V. Ignatieva @, N.S. Yudin, D.M. Larkin @

Institute of Cytology and Genetics of the Siberian Branch of the Russian Academy of Sciences, Novosibirsk, Russia
® eignat@bionet.nsc.ru; dmlarkin@gmail.com

Abstract. Telomeres are the terminal regions of chromosomes that ensure their stability while cell division. Telomere
shortening initiates cellular senescence, which can lead to degeneration and atrophy of tissues, so the process is
associated with a reduction in life expectancy and predisposition to a number of diseases. An accelerated rate of
telomere attrition can serve as a predictor of life expectancy and health status of an individual. Telomere length is a
complex phenotypic trait that is determined by many factors, including the genetic ones. Numerous studies (includ-
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Telomere
length-associated genes

ing genome-wide association studies, GWAS) indicate the polygenic nature of telomere length control. The objective
of the present study was to characterize the genetic basis of the telomere length regulation using the GWAS data
obtained during the studies of various human and other animal populations. To do so, a compilation of the genes
associated with telomere length in GWAS experiments was collected, which included information on 270 human
genes, as well as 23, 22, and 9 genes identified in the cattle, sparrow, and nematode, respectively. Among them were
two orthologous genes encoding a shelterin protein (POT7 in humans and pot-2 in C. elegans). Functional analysis
has shown that telomere length can be influenced by genetic variants in the genes encoding: (1) structural compo-
nents of telomerase; (2) the protein components of telomeric regions (shelterin and CST complexes); (3) the proteins
involved in telomerase biogenesis and regulating its activity; (4) the proteins that regulate the functional activity of
the shelterin components; (5) the proteins involved in telomere replication and/or capping; (6) the proteins involved
in the alternative telomere lengthening; (7) the proteins that respond to DNA damage and are responsible for DNA
repair; (8) RNA-exosome components. The human genes identified by several research groups in populations of dif-
ferent ethnic origins are the genes encoding telomerase components such as TERC and TERT as well as STNT encod-
ing the CST complex component. Apparently, the polymorphic loci affecting the functions of these genes may be the
most reliable susceptibility markers for telomere-related diseases. The systematized data about the genes and their
functions can serve as a basis for the development of prognostic criteria for telomere length-associated diseases in
human. Information about the genes and processes that control telomere length can be used for marker-assisted
and genomic selection in the farm animals, aimed at increasing the duration of their productive lifetime.

Key words: telomere length; candidate genes; genome-wide association study; functional classification.
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BBepeHmne

TenoMeps! — 3TO KOHIIEBBIE YIAaCTKN XPOMOCOM, 0OeCIIeurBa-
IOIINE MX CTa0MIBHOCTB. TeoMepsl IPEeICTaBICHBI ABOJIIO-
LIMOHHO KOHCEPBATHBHBIMH, TAHJEMHO MOBTOPSIOIINMHCS
nocnenoBarenbHoCcTAMA JIHK (y TT03BOHOYHBIX KMBOTHBIX
at0 toBTop rekcanykineornaa TTAGGG), nmerommmu npoTs-
JKCHHOCTh HECKOJIbKO ThICsY rap Hykieotu 0B (Podlevsky et
al., 2008; Monaghan, Ozanne, 2018). Hanpumep, y genoBeka
[P POXKACHUU UX JUTHMHA cocTaBisier 10—15 Thic. map ocHO-
Banuii (Jafri et al., 2016). 3'-TepMHUHANBHBIH KOHEI TEJO-
Mep MPECTaBICH OAHOETIOYEUHBIM I'YaHHH-00raThIM y4acT-
koM JTHK (150-200 HyK11€0THIOB), KOHEI] KOTOPOTO B3aHMO-
JICMCTBYET C JIBYLICIIOYEUHBIM y4acTKOM, OJlaroziapsi uemy Ha
KOHIIE TeloMeps! obpasyercs mets (T-mets). @opmuposa-
HUe 1 ctabmmn3anus T-nenm obecneynBaroTCs MeaTepUHO-
BbIM O€JIKOBBIM KOMIUIEKCOM (puc. 1). Takas cTpykTypa mpe-
ISITCTBYET PACIIO3HABAHHIO KOHIIEBOTO Y4acTKa XPOMOCOMBI
6enxamu peraparmu (de Lange, 2018).

B xone knerounoro nenenust JIHK-nonumepasa He Moxket
MOJTHOCTBIO perunIpoBath 3'-koHern guHeHHON JJHK, uTto
npuBoaUT K notepe 50-200 HyKJICOTUIOB U3 TETOMEPHOH O-
CJIeZI0BAaTEIbHOCTH MPHU KakJIoM KieTouyHoM aeneHuu (Fan
et al., 2021). YkopodeHuto TemoMep MOTYT TakXKe CII0CO0-
ctBoBath jpyrue hakropsl u npoueccsl ([Ipunokenue 1)1,
HarpuMep OKHCIUTEbHBIN CTPEcC, BOCIajeHue, 00JrydeHue
YIBTpaHOIETOM, BO3ACHCTBIE TOKCHIECKHIX BEIIECTB, OLINO-
ku B perumukanuu JJHK u 1. 1. (Aviv, Shay, 2018; Monaghan,
Ozanne, 2018). Biusaue 3tux (akTopoB, BEPOSTHO, pa3-
JMYAeTCsl B 3aBUCUMOCTH OT THIIA KJIETOK, a TAKXKE OT CTa-
JIMH Pa3BUTHUS OPraHU3Ma M €ro BHJIOBOW MPHUHAUIC)KHOCTH
(Monaghan, Ozanne, 2018).

'YKOpOUeHHE TeIOMEP HHULIUHUPYET MPOLIECC CTAPEHUS KIle-
ToK. IIpH 5TOM B pe3yibTare akTHBAIMH CUTHAIBHBIX ITyTeH
oTBeTa Ha nospesxaeHHyo JJHK npoucxoaut ocraHoBKa Kiie-
TOYHOTO IUKJIA, U B JAJIbHEHIIIEM KIIETKH MOTYT ITOJBEPTaThCs

1 Mpunoxexuna 1-11 cm. no apgpecy:
https://vavilovj-icg.ru/download/pict-2023-27/appx11.pdf

aromnTo3y, YTO MOXKET MPUBECTH K MPOTrPECCUPYIOIICH aere-
Heparuu TkaHei (Jafti et al., 2016; Aviv, Shay, 2018; Mona-
ghan, Ozanne, 2018). /lanHbre Mog0OHOTO po/ia, MOTyYCHHBIC
in vitro Ha KJISTOYHOM YPOBHE U Ha MOJICJIBHBIX OpPraHH3MaX,
JIETIM B OCHOBY IPE/ICTABIICHUSI O TOM, YTO JUTMHA TEJIOMEP
MOJKET OBITh UCIIONB30BaHA B KAYECTBE MPEANKTOPA IPOIOII-
JKUTEIBHOCTH YKU3HH U COCTOSIHUS 3[I0POBbSI OTACIBEHOTO HH-
nuBuaa. JlelcTBUTEIbHO, HcciieoBaHus Ha yenoBeke (Crocco
et al., 2021), mpimax (Vera et al., 2012), omax (Wilbourn
et al., 2018), kpynaom porarom ckore (KPC) (Seeker et al.,
2021), nuxux ntunax (Bichet et al., 2020) u apyrux ®uBort-
HBIX MOKa3ajH, 9To 0ojee KOpOTKas JJIHHA TEIOMEP MOXKET
OBITh CBsI3aHA C COKPAIICHHUEM NPOIOKUTEIBHOCTH KH3HH.
HccnenoBanusi Ha 4eIOBEKE BBISIBIIIM aCCOLMAIIMIO MEXKIY
JUTMHOM TeJoMep U 3a00JIeBaHUSMHU CEPIEUHO-COCYANCTON
CHCTEMBbI, PaKOM, TMa0eTOM, BOCHIAJICHHEM U APYTHMH MaTO-
noruueckumu cocrosausimu (Kong et al., 2013; Jafri et al.,
2016; Aviv, Shay, 2018).

VYKOPOUCHHUIO TEJIOMEp MPEISITCTBYET TeloMepasa — CIie-
LUAIU3UPOBAHHBIH PUOOHYKIEOIPOTEHHOBBIH KOMILJIEKC,
BBITTONTHSAIOMINN (PYHKINIO 00paTHOHN TpaHCKpUITA3hl. Y de-
JIOBEKa TeJIoMepas3a aKTHBHA MOYTH BO BCEX MCCIICA0BAHHBIX
paxoBbIx kierkax (Jafri et al., 2016), B Giactouucre, B 00J1b-
IITHCTBE COMATHUYECKNX TKaHeW Ha 16-20-i Hexemne pas-
BUTHS (32 HCKITIOYCHHEM KIJIETOK MO3Ta), a TAKKE B KIETKaX
SMYHUKOB M CEMEHHHMKOB Ha BCEX ATalax OHTOreHesa (3a
UCKJTIOYCHNEM 3PEITbIX CIIepMaTo30MI0B 1 oonuToB) (Wright
etal., 1996).

AXTHBHOCTb TeJIOMEPa3bl KOHTPOJIHPYETCsI OETIKaAMHU, pPery-
JMPYIOIINMH 3KCTIPECCHIO KOMITOHSHT TeJIOMepasbl, X Iepe-
MELICHHE B Pa3IIMYHbIC KOMIIAPTMEHTBI KIIETKH, IPOLIECCHHT,
cOOpKY, a TaroKe OeJIKaMu, MOIICPKUBAIOIIIUME CTA0MIIBHOCTh
TEJIOMEPa3HOT0 KOMIUIEKCa HITH, HA000POT, AKTUBUPYIOIIIMH
ero perpamanuio (Egan, Collins, 2012; Tseng et al., 2015;
Schrumpfova, Fajkus, 2020). OcHoBHbIe dTarnbl OHOreHesa
TeJoMepas3bl MPEACTABICHBI Ha PHC. 2, a IPUMEPHI OCIIKOB,
BIIMSIFOLIMX HAa aKTHBHOCTB Tenomepassl, — B [Ipunoxenun 2.
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LLlenTepnHOBbIV KOMMNEKC

ACD/TPP1
TINF2/TIN2

POT1

TERF2IP/Rap1
TERF1 TERF2

(TTAGGG), 3

(AATCCC),

D-netnsa

Puc. 1. CTpyKTypa TeNIOMEPHOro y4acTKa XpPOMOCOMBbI.

TenomepHasn [IHK otobparkeHa B KOHUrypaumm T-neTnm, cxema KOTOPOW Co3fjaHa Ha OCHOBe YepHO-6enoli nnncTpaLmm us cTa-
Tbu (Fan et al.,, 2021), npu 3ToM nNocnefoBaTeNbHOCTU HyKneoTnAoB B Lenax [HK He otobpakeHbl. CieBa BBEPXY MoKasaHa cxe-
Ma B3aVIMHOTO PacronoXeHnsa 6enKoB WenTepUHOBOro KoMNeKca, NocTpoeHHasn no onucaHuio (Jafri et al., 2016). Tak kak 6enku
ACD/TPP1 n POT1 obHapyxuBaloTca B afpe B MeHbluem KonunyecTse (de Lange, 2018), HekoTopble LIEeNTEePHOBbIE KOMMIEKCbI,
KoHTakTupytowwwe ¢ [JHK, otobpaxeHbl 6e3 3Tnx cybbeanHul,. D-netna npeactaBnaeT coboii CTPYKTYpy, B KOTOPOI iBe HATU [ABY-
uenoyeyHon [1HK pasaeneHbl 1 ogHa U3 HATEN KOHTAKTUPYeT € TpeTbel HUTblo [IHK (c ogHoLenoyeyHbIM 3'-KOHLIOM TeTOMEPHOTo
yyacTtka [HK). NMoayepkHyTbl Ha3BaHMA GENKOB, COOTBETCTBYIOLIMX reHaM YenoBeKa, aCCOLMNPOBAHHbBIM C ANNHON Tenomep no
naHHbIM MTAA.

Lintonnasma ,’ll Anpo
Hso90 h . . A ‘ TENT4B/PAPD5
s '
44 ! NAF1 SHQ1 NOP10 NHP2
| PARN
TERT . .DKC1/d eri 3K30COMbl
: yskerin TERC A
PTGES3/p23 ! ~ — aspyLlUueHne
= GAR1'
RUVBLT RyvBL2 ! Tenomepbl
; c ’
1| ]
: @ AR et
' ACD/TPP
! T ‘: SMG6

\ NOLC1 SMN1 Tenbua Kaxans

\ WRAP53/TCAB1

Puc. 2. CxemaTtnyeckoe npefcTaBieHne OCHOBHbIX 3TarnoB 6uoreHesa Tenomepasbl.

MoauepKHyTbl Ha3BaHMA 6enkoB 1 PHK, COOTBETCTBYIOLLMX reHam YenoBeKa, acCoLMMPOBaHHbBIM C ANIMHON TeNIoMep Mo JaHHbIM
MTAA. Cxema NocTpoeHa Ha OCHOBAHMM CBEAEHN O GYHKLUN GENKOB 13 My6AnKaumii, NpruBefeHHbIX B [pUnoxeHnn 2.

Kpome Toro, Ha akTHBHOCTH TeJIOMepa3bl BIUSIOT IIEITEPH-
HOBEIH OenkoBbIi kKomruteke (Diotti, Loayza, 2011; de Lange,
2018) u CST 6enkosbiii komrutekc (puc. 3) (Chen etal., 2012).

JiHa Teromep — CIOKHBINA (DEHOTHIHYESCKUH MPH3HAK,
KOTOPBIH OMpenesseTcsi MHOTMMH (haKTOpaMHu, BKIIFOUast FeHe-
THyeckre. MeraaHaius JaHHbIX O HACJIEyeMOCTH 9TOTO IPH-
3HaKa, BBIMOJIHEHHbII HA BOCEMHA/IIATH BUJIAX TI03BOHOYHBIX,
MOKa3aj, YTO YCPESAHCHHBIH KOd()(QHIMEHT HACISTYeMOCTH

cocrasnsieT 45 %. IIpu 3TOM B HCCIETOBAHUAX HA JIIOASIX
CpeHee 3HAYCHUE TAHHOTO ITOKA3aTells COCTABUIIO 52 %, st
KPC romtusckoii moposst — 42 %, i 00e3bsiH-TaMaipH-
7oB — 35 %, nns oBerr — 5 % (Chik et al., 2022).

Bomnpoc 0 reHeTHYeCcKIX OCHOBAX PETYIISIIIUH JITHHEI TEJI0-
Mep HaXOIUTCS B IIEHTPE BHUMAHMSI MHOTHX HCCIICOBAHHIA.
CBenieHHsI O KOMITOHEHTaX TeJIoMepas3bl B OelKax, yJacTBy-
FOLIMX B PETyJISILIUY JJIMHBI Teomep (B ToM yucie o 20 6en-
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Puc. 3. Ponb 6enkoB CST KOMMneKca B perynsuny akTMBHOCTW Tefiome-
pa3bl Ha NO3fHe cTaguy nepexopa ot S K G2 dasze KNeToYHoro LuKna.

CornacHo nMATMLWAroBoMy mexaHusmy, onucaHHomy B (Chen et al, 2012), Ha
nepsom Lware (Recruitment, 3aecb He NMokasaH) GeNKun LWenTeprnHOBOro Kom-
nneKkca pekpyTupyloT Tenomepasy n gobaBoyHoe Konmuyectso 6enkos ACD/
TPP1 n POT1. 3aTem Tenomepasa HauMHaeT HapalMBaTb OAHOLENOYEYHbI
yuacTtok monekynbl IHK (war 2, Extention [) (noka3aHo Ha naHenu A, y4acTok
BHOBb CMHTe3npoBaHHon [HK oTobpaxeH yepHon nuHuei). Janee (war 3,
Extention Il) npoucxoanT fanbHelillee HapaLlyiBaHVe OAHOLENoYeYHOro yyacT-
ka monekynbl [1HK (nokasaHo Ha naHenu b). Co BHOBb CMHTE3MPOBaHHbIM Of-
HouenoueyHbiM yyacTtkom AHK (~60 HyKneoTnaoB) B3avMOAENCTBYIOT 6enkun
CST KomnneKkca, NPenATcTByA CTUMynupytoLiemy feinctauto 6enkos ACD/TPP1
1 POT1 Ha Tenomepasy (war 4, Termination) n aktuempya cuHte3 C-Hutn JHK
depmenTom [IHK-nonnmepasoii/a-npaimasoin (Pola-primase) (war 5, Fill-in).
CobbITnA, OTHOCALMECA K Wary 4 1 wary 5, npefctaBneHbl Ha naHenw B. Mog-
YyepKMBaHMeM BblfeneHbl Ha3BaHNA 6eNKOB, COOTBETCTBYIOLMX reHaM YesioBe-
Ka, aCCOLMMPOBAHHbIM C ANIMHON Tenomep no AaHHbIm MTAA.

KaX, BBISIBJICHHBIX Y MJIEKOIIMTAIOIIHX ), COJIEPIKATCsl B MUHTEP-
Het-pecypce The Telomerase Database (http://telomerase.asu.
edu/) (Podlevsky et al., 2008). B padote (Joyce et al., 2018)
npescrasiieH Habop 13 80 TeHOB YesIoBeKa, (PYHKIMS KOTOPBIX
CBsI3aHA C TEJIOMEPAMH.

Jannsle, nonydeHHsle ¢ moMoIlbo meroauku [ITA A, Toxe
CBUJICTEJIBCTBYIOT O MOJMI€HHOM XapakTepe HaciIeI0BaHus
muHBl Tenomep. Tak, pecypc GWAS Catalog (https://www.
ebi.ac.uk/gwas/) comepxut cBeneHns 0 99 TeHax YesoBeka,
00 CoAePKAIIKX, TUOO PACIIONOKECHHBIX PSIOM C aJlIeib-
HBIMH BapUaHTaMH, aCCOIIMUPOBAHHBIMY C AJITHMHON TEIOMEp.
B omHoMm u3 Hambonee MacmTaOHBIX MCCIIEIOBAHUI, MPO-
BesieHHbIX MetogoM [ITAA, mpeacraBiena nHpopManus o
138 nokycax TeHOMa YesIoBeKa, aieIbHbIe BApUAHTHI KOTO-
PBIX accoMMupoBansl ¢ aiuHoi Tenomep (Codd et al., 2021).

Hapsigy ¢ JaHHBIMU IO acCOLMAlMsIM JUIMHBI TEJIOMED,
MOTy9eHHBIMA Ha ocHOBe [IIA A Ha pa3THYHBIX MOMYIISAIOH-
HBIX BEIOOPKAX UEJIOBEKA, TPEACTABIISIOT HHTEPEC CBE/ICHNS,
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MOJTyYeHHBIE Ha JIPYTUX BUJAX KHUBOTHBIX. OJTHAKO HCCIeno-
BaHU TI0100HOTO poga HeMHorouucaeHHE!. [ITAA Ob1 TIpo-
BeneH Ha KPC rommuruno-¢dpusckoii nopoas (Ilska-Warner et
al., 2019), nomoBbIx BopoObsx (Pepke et al., 2021) n Hemaroze
Caenorhabditis elegans (Cook et al., 2016).

[ens paboTHI — OXapaKTEpU30BaTh TEHETHIECKUE OCHOBBI
peryJsiuy JUIMHbI TeJoMep Ha ocHoBe aaHHbIX [TTAA, mo-
Jy4EHHBIX TIPH UCCIIETOBAaHUU PA3INYHBIX MOIMYIISIIHOHHBIX
BBIOOPOK YEJIOBEKa, U COMOCTABUTH UX C PE3yJIbTaTaMH MO-
JIOOHBIX AKCHEPUMEHTOB, MTOJIY4YEHHBIMU ISl APYTUX BUIOB
KHUBOTHBIX. JJJIsl TOCTHKEHMS 3TOH L1eNT HaMu OBIIN CHCTEMa-
THU3UPOBAHBI CBEACHUS O T€HaX, BEISIBIICHHBIX B OKCIIEPUMEH-
tax [II'AA ¢ anmHOM TenoMep; npoBeaeHa QyHKIMOHAIbHAS
AQHHOTAIHS TeHOB U MICHTU(PHUITPOBAH HAOOP OMOIOTMIeCKUX
MIPOLIECCOB, BIMSIOMNX HA JTMHY TEJIOMEp.

MaTepmanbl n metogbl

JlaHHBIC O TeHaX, aCCOIMUPOBAHHBIX C JUTMHOH TEIOMEp, 110-
JIy4eHbI U3 HAyYHBIX ITyOIMKaIMi, HalleHHbIX B 0a3e PubMed
(https://pubmed.ncbi.nlm.nih.gov/) mo KIIrO4EBBHIM CIOBaM
‘telomere length’ n ‘GWAS’. ®yHKIHMOHAIBHYIO aHHOTALIUIO
I'€HOB ITPOBO/IMIIY C UCIIOIb30BaHNEM HH(OPMALIUH U3 CTaTeH,
npeacrasnsomux nanabie [IIAA, 3ampocoB k 6a3am TaHHBIX
PubMed n The Telomerase Database (http://telomerase.asu.
edu/), a Takke ¢ momorbio nHTepHET-pecypca DAVID (https://
david.ncifcrf.gov/) (Sherman et al., 2022).

PesynbTatbl 1 06CyxaeHne

[eHbl YyenoBeKa, BbiAABNIEHHbIE B SKcnepumeHTax no NMrAA
B pesynprare 3ampocos k PubMed 6510 Haitneno 18 Hayd-
HBIX TyOJMKaIW{, MPEJCTAaBIAIONINX PE3yJIbTaThl MOMCKa
MOJUMOP(HBIX JIOKYCOB B I'€HOME YeJIOBEKa, aCCOLUUPO-
BaHHBIX C JuIMHOW Temomep mo naHHbM [ITAA. Ha ocHoBe
aHaJM3a ATHX MyOnuKanuii codpansl naHHble 0 270 reHax,
accolMUpoBaHHBIX ¢ MiuHON Tenomep (IIpunoxkenue 3).
BompmmacTBO TeHOB (262) O6BUTO HISHTH(GUIIMPOBAHO TPU
aHaJIM3¢e TOMYJSIHOHHBIX BEIOOPOK €BPOIEHCKOro IMponc-
XOXIOCHUA, IJId 15 renoB uMenuch JaHHBIC HCCJ’IC}IOB&HHﬁ,
MIPOBEACHHBIX Ha BBIOOpKaX HHANBUI0B 13 FOro-BocTounoit
Asun (Beixonnax u3 Kuras, banrnanem, MHaun), maTh TeHOB
BBISIBJICHO IIPU U3YYEHMM acCOLUALUN HAa MEKITHUYECKOU
MOIMYIAINOHHON BBIOOPKE (CHHTaImypibl KUTAHCKOTO IMPO-
ncxoxaeHus u esporneiinst) (Dorajoo et al., 2019), onun ren
HaiineH y appoamepukanues (Zeiger et al., 2018).
Ceenenns o (QyHKIIMOHATIBHON 3HAYMMOCTH B KOHTEKCTE
PETYISIIAN JTTHHBI TeJIOMEp OB ITPEI0CTABICHBI aBTOPAMHU
uccnepoBanuit mo INI'AA ansa 52 renoB u3 270 (cm. Ipu-
noxenue 3). Tor ¢axT, 9T0 JaHHBIE O 3HAYMMOCTH T€HOB B
KOHTEKCTE PETYJIAIHN JIMHBI TEJIOMEP UMEJINCh HE JUTS BCEX
JIOKYCOB, oTpaxkaeT ocobennoctu Metonuku [ITAA. Bosb-
IIMHCTBO U3 JIOKYCOB, BhIsBIsIeMbIX [IIAA u accommmpo-
BaHHBIX C MPU3HAKOM, HAXOAATCS B MEXKICHHBIX y4JacTKax.
B Takux ClIydasaXx B YMCJIO ITCHOB-KaHAUJAATOB ITPUHATO BKJIIO-
4yaTh HanOoIee OTM3KO PACTIONOKEHHBIE TeHBI, (DYHKITHOHAIb-
HYIO 3HQYUMOCTh KOTOPBIX YacTO OBIBACT TPYAHO MHTEp-
npeTupoBarb. [ uaeHTUGUKALUY MEXaHHU3MOB U T'CHOB,
MOCPEJICTBOM KOTOPBIX MEKTEHHbIC BAPHAHTHI BIMSIOT Ha
HCCIIeayeMblid TPU3HAK, HEOOXOIMMBI JONOJIHUTEIBHBIC IKC-
nepuMeHThl. Hanpumep, TakuM o0pa3om ObLIO MOKa3aHo,
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PHK 3k30combl (3):
EXOSC6, EXOSC9, MPHOSPH6

OtBeT Ha nopexgeHune JHK (4):
BAG6, DCAF4, RFWD3, SENP7
AnbTepHaTMBHbBIV NYTb YANMHEHNA Tenlomep (3): ~_
SMC6, ATRX, SLX4

Pennukauma n/vnn kannposaHve Tenomep (7):
RRM1, TYMS, RPA1, RPA2, HNRNPAT,
RTELT, MCM4

Perynaums ¢yHKUMOHaNbHOM aKTUBHOCTU /
6esIKOB LUeNTePUHOBOrO Komrekca (7):
CSNK2A2, CSNK2B, ATM, USP7, SIAH1,

PARP1, PARP2
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KomnoHeHTbl Tenomepasbi (2):
TERC, TERT

LllenTepuHoBbIN Komnnekc (5):
TERF1, TERF2, POT1, TINF2, ACD

CST komnnekc (3):
CTC1,STN1, TEN1

~~_ BroreHes Tenomepasbl 1 perynayua ee aktueHocTu (18):
DKC1, NAF1,RUVBL1,SHQT1, TEP1, WRAP53, NOLC1,
ZCCHC10, SMG6, PML, PARN, ZCCHC8, SMUGT, TENT4B,
TGST1,DIS3, EXOSC10, CELF4

Puc. 4. (DyHKLl,I/IOHaJ'IbeIe rpynnbl reHoB, aCCOLMNPOBAHHDbIX C ANVHON Tenomep y yenoseka.

I'Ipe,qCTaBneHa KﬂaCCI/Id)I/IKaLI,VIﬂ AnA 52 reHoB, PoJib KOTOPbIX B PErynaLnn ANHbI TENOMEP OXapaKkTepu3oBaHa B an/IJ'IO)KeHVII/I 4. B ckobKax YKa3aHO KOn4ecTeso

reHoB B KaXXAon rpynre.

uyto 3ameHa T—C B nokyce rs1421085, pacrnonoxeHHOM B
UHTpoHE reHa FT0, BnuseT Ha HKCIPECCHIO reHoB /RX3 u
IRXS5, cTapThl TPaHCKPUIILIUU KOTOPBIX YAAJEHBI OT JIOKyCa
rs1421085 Ha paccrossaue ~520 ThIC. M ~1160 ThIC. 1. H. CO-
orBerctBeHHO (Claussnitzer et al., 2015).

OcHoBHble $pyHKLMOHaNbHbIe FPYMbl FEHOB,
accoLMMpPOBaHHbIX C AJIVHON TeJIOMep Y YesioBeKa

Hawmu mpoBenena ¢pyHKInoHaIbHAS KITacCHpUKaus Habopa
n3 52 TeHOB YeJOBEKa, JJISl KOTOPBIX UMEJINCh CBEACHHS O
(DYHKIMOHAILHOW 3HAYMMOCTH B KOHTEKTE PETYIISIIIMU JUTHHBI
tenomep (I[Ipunoxenue 4). BersiBneHo HECKONIBbKO (hyHKIINO-
HaJIbHBIX TPYII reHOB (puc. 4).

I'enbl, KoqupylomMe KOMIOHEHTHI TeJioMepa3bl: TERC —
PHK-koMIIOHEHT TenoMepasbl, KOTOPBIH SIBISETCS MATPULIEH,
Ha OCHOBE KOTOpOHM mpoucxoAauT Hapamuanue nenu JJHK
Ha koHire Tesomepbl, 1 TERT — cyObeaunuia pepmenta 0o-
parnoii Tpanckpuntassl (Egan, Collins, 2012; Tseng et al.,
2015).

I'enbl, KoqupyoIMe 6eIKHU HIeJITEPUHOBOI0 KOMILJIEKCA.
KommonenTtsl 3Toro xommuiekca (TERF1/TRF1, TERF2/
TRF2, POT1, TERF2IP/Rap1/DRIPS, TINF2/TIN2 u ACD/
TPP1/TINT1) cBsi3bIBatOTCS KaK ¢ ABYLEIOYSYHBIMHU, TaK U
C OJHOIICTIOUEYHBIMU TemoMepHbIMH ydacTkamu JTHK (cm.
puc. 1), cTaOMIM3UPYIOT UX, ENAIOT MAJIOAOCTYITHBIMH JUIS
TeJoMepasbl, IPEJOXPAHSAIOT OT JIEHCTBHUS IK30HYKIIEeas, a
Takxke OJIOKHPYIOT OEIIKM, aKTHBHPYEMbIE TTOBPEXKIEHHON
JHK n ywacTtBytomye B BOCCTAaHOBICHUH JIBYLETIOYEUHBIX
paspsiBoB (Diotti, Loayza, 2011; de Lange, 2018). /lannbie
TITAA 06 acconnaruv ¢ ATHHOHN TeoMep OBIIH TONTyYeHBI
JUISl TEHOB, KOAMPYIOIIMX IISATh U3 IIECTH OEIKOB KOMIUIEKCa
(TERF1, TERF2, POTI, TINF2 u ACD/TPP1/TINT1) (cm.
puc. 4, [lpunoxenne 4).

I'enbl, konupyromue Oeaxkn CST kommiaekca: CTCI,
STN1, TENI. CST xommiekc sBIseTCS HETaTUBHBIM PEry-
JSITOPOM TEJIOMEPAa3bl Ha TO3/IHEH CTaaAnu mepexona oT S K
G2 daze kierounoro mukiaa (cM. puc. 3) (Chen et al., 2012).

I'enbl, konupyomue 6eJ1KH, y4acTBYIONIINE B OHOTeHe3e
TeJoMepa3bl U PeryJMpylonue ee aKTHBHOCTb. OMH 13
renoB, ZCCHCI0, xoqupyeT OeloK, peryaupyromui 00-
pa3oBaHME TEJIOMEpa3bl Ha YPOBHE TPAHCKPUIILMH: OEIIOK
ZCCHCI10 momasnser tpanckpuniuio reaa 7TERT (Ohira
et al., 2019). B npoueccunre u c6opke PHK-cyObequaub
tesiomepassl yuactBytot Oenku DKC1, NAF1, SHQ1 (Egan,
Collins, 2012), pubonykneaza PARN, sk3opubonyxieasa
DIS3, 6emox ZCCHCS8 (KOMIOHEHT SIIEPHOTO AK30COMHO-
ro kommuiekca NEXT) (Tseng et al., 2015), a taxxe Oenku
SMUG! (Kroustallaki et al., 2019) 1 CELF4/BRUNOL4
(Mangino et al., 2009). Curxennto yposas PHK-koMItoHeHTEI
TEeJIOMEpasbl CIIOCOOCTBYIOT HEKAaHOHHYECKas IToJinMepasa
TENT4B/PAPDS (Nagpal et al., 2020), TpuMeTHITYaHO3WH
cunareraza TGS1 (Chen et al., 2020) n xommonent PHK »k-
3ocom EXOSCI10 (Stuparevié et al., 2021). B coopke HykI1€0-
MIPOTENHOBOTO KOMITJIEKCa TeJaoMepasbl ydacTByioT ATda3za
RUVBLI1/pontin (Jafti et al., 2016) u accorumupoBaHHbII ¢
tenomepasoii 6es1ok TEP1 (Codd et al., 2021). Eme nBa Genka,
WRAP53/WDR79/TCAB1 u NOLC1/NOPP140, crioco6-
CTBYIOT HaKOIUICHHMIO TEJIOMEPAa3bl B SIIEPHBIX CTPYKTypax
(Tenpuax Kaxasst), rae ocyuiecTBIsIIOTCS MPOLECCHHT MaITbIX
saepubIx U sapeimkoBeix PHK n c6opka pubonykieomnpo-
TEHHOBBIX KoMIUTekcoB (Bizarro et al., 2019; Schrumpfova,
Fajkus, 2020). MomynupytoT akTHBHOCTb TEJIOMEPa3bl OEJI0K-
aktuBatop SMG6/EST1A, KoTOpBINf TakKe CBSI3BIBACTCS C
omgnorenioueunor JJTHK (Snow et al., 2003), u 6enok PML,
oina u3 u3ohopm koroporo (PML-IV) nionassier akTHBHOCTh
tenomepassl (Oh et al., 2009).

I'ensbl, xopupyomue 0eIKH, H3MeHsIOMUE GyHKIHO-
HAJBHYI0 AKTHBHOCTH 0€JIKOB IIEeJTEPHHOBOIO KOM-
miekca. benkn CSNK2A2 u CSNK2B sBnsrorcs cyObemu-
HUIIAMU Ka3eWH-KUHA3bI, KoTopas (ocopmimpyer Oemox
TERF1, noBsimias ero cBsi3biBaHue ¢ TeaoMepamu (Saxena et
al.,2014; Li et al., 2020). Cepun-TpeonunoBas knaaza ATM,
Ha000poT, ocimadnseT cBsa3b TERF1 ¢ Temomeproit JJTHK (Li
et al., 2020). ITentunaza USP7 u youkBuTuH-muraza SIAH1
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Puc. 5. leHbl, cBeeHMA 0 KOTOPbIX Coep»KaTcaA B ABYX 1 6onee I'Iy6J1I/IKaL|,VIF|X.

LiBeT cTon6L0B COOTBETCTBYET NPUHAANEKHOCTY reHa K onpefeneHHomn GyHKUoHanbHow rpynne. Lindpbl cnpasa ot ctonbLos 0603Hava-
10T KOMIMYECTBO STHUYECKMN PA3NMYHbIX MOMYNALMOHHBIX BbIGOPOK, NPU NCCEA0BAHNAX KOTOPbIX AaHHbIV reH Obin BbiAiBNIEH B pe3ynbTaTe
MIAA. TpaHCaTHMYECKaA rpynna cocToana U3 Kutanues, npoxmsatowmx B CHranype, n eBponenues.

AKTUBUPYIOT MPOTEaCOMHYI0 nerpanaiuio oeiakoB POT1 u
TERF2 coorBerctBenno (Codd et al., 2021). A A®-pubdo3umna-
361 PARP1 1 PARP2 camxarot [IHK-cBs3bIBarOIIy O CITOCO0-
Hoctb Oenika TERF2 (Dorajoo et al., 2019; Codd et al., 2021).

T'eHbl, KOAUPYIOLIUE GeIKH, yYaCTBYIOIHE B PENJINKA-
MM W/AJIU KINUpoBanum Teaomep: 1) pepmentst RRM1 u
TYMS, y4yacTByoIIMe B CHHTE3€E Ie30KCHHYKICO3uaTprudoC-
thatoB (THT®) n THMHIMIATOB, HEOOXOAUMBIX JIJISI CHHTE-
3a JIHK (Dorajoo et al., 2019; Nersisyan et al., 2019); 2) re-
muka3el RTEL1 u MCM4 (Codd et al., 2013, 2021); 3) 6ei-
kn-cyorenuaunpl 6enka RPA (RPA1 u RPA2), cmocoGceTBy-
fomiero paspyuennio G-KBaApyIUIEKCHBIX CTPYKTYp, Tpe-
msarcTByronux perwtukanuu (Codd et al., 2021); 4) Genok
HNRNPA 1, o6nergaromuii kanupoBanne TeaomepHon JJHK
nocie perukanuu (Codd et al., 2021).

I'ensbl, Kogupyouue 0eJIKU, BIUSIONINE HA AJbTEP-
HATHBHBIN NMYTh YIJIWHEHHUs TeJioMep. JTOT HE3aBHUCH-
MBI OT TeroMmepasbl MexaHu3M (n3BecteH kak ALT — alter-
native lengthening of telomere, onucanue cm. B [Ipuiioxke-
HUH 5) BKIIFOYAET 3Tal PeKOMOMHAIMH MEXY TeJTOMEPHBIMHU
yuactkamu 1Byx moiekyn JIHK (Sobinoff, Pickett, 2017,
2020). B skcniepumenTax [IITAA ObUIO BBISBICHO TPH I'eHA
(cwm. puc. 4, [Ipunoxenne 4). It reHs! kogupyoT SMC6 —
oemok-aktuBarop ALT (Potts, Yu, 2007), a Takke qBa Oeika-
unruburopa ALT: 0enox ATRX, obmagaromuii XpoMaTHH-
pemMoaenupyoomeld akTUBHOCTBIO, U dHAOHYKIeasy SLX4
(Sobinoff, Pickett, 2017).

I'enbl, KomupyO1IMe OeJIKH, pearnpyonue Ha MOBPeX-
nenmne JHK: nentunaza SENP7 (Li et al., 2020); 6emok-mma-
nepor BAGO6 (Li et al., 2020); DCAF4, B3aumopneiicTByoImit
¢ CUL4-DDBI nurazoit (Mangino et al., 2015); REWD3,
B3anMopeicTByrommii ¢ 6exxom RPA (replication protein A)
(Li et al., 2020).

288

I'ensbl, kogupytomue Genxu-kommnoHenTol PHK 3K30-
com: EXOSC6, EXOSC9 (Codd et al., 2021) u MPHOSPH6
(Dorajoo et al., 2019). @ynkuust 3TUX OEIKOB 3HAYMMA, T10-
cKOTBbKY n3BecTHO, uTo PHK-kommonenT texomepasst TERC
MOJKET MOJABEPrarhCs 3'-MPOLECCUHTY U B 3TOM IpoLecce
yuactByeT PHK-3k30comHbIii komruieke (Tseng et al., 2015).

leHbl-KaHAMAATLI YesioBeka,

MAEHTUULMPOBAHHBIE B HECKONIbKNX NCCNef0BaHNAX
Kax ommcano BpIle, MBI MpoaHanu3upoBanu 18 myoOnmka-
nuii o [I'A A, HanpaBIEHHBIX HA TOUCK TEHOMHBIX JIOKYCOB
4eJI0BeKa, ACCOLMUPOBAHHBIX ¢ JUIMHOHU TelIoMep, U coOpaiu
cBezenus 0 270 rakux reHax (cm. [Ipunoxenue 3). [Ipu aTom
TOJBKO 16 TeHOB OBUIM MICHTH(DUIIMPOBAHBI XOTS OBI B IBYX
HcClIeoBaHusIX (puc. 5).

K anciy Hanbosee 4acTo BBISIBISIEMBIX TCHOB OTHOCHIINCH
TERC w TERT, xonupyromyie 00e KOMIIOHEHTHI TeIIOMEPa3bl,
a taxxe STNI, xonupyromuii koMmrnoHeHT CST xomruiekca
(MIeHTUUIPOBAHEI B CEMH, TSATH M CEMH ITyOIHKAIIHIX
cootBercTBeHHO). ['enst POT1, TERF1 n TERF2, xomupyto-
I11M€ KOMITOHEHTBI IEJTEPHHOBOIO KOMILIEKCA, ObLIN BBISIBIIC-
HBI B UETBIPEX, TPEX U ABYX MCCIIEJOBAHUSIX COOTBETCTBEHHO.
B yerbIpex nccnenoBaHuAX ObUIN MICHTU(QHUIIMPOBAHBI TAK-
ke reHbl DCAF4, RTELI, NAF'1, KOHTpOIUPYIOIUE OTBET
Ha noBpexaenne JJHK, permkanmio Temomep n 6morenes
tenomepasbl. I'enst ATM, PARP1, MPHOSPHG6, RFWD3,
SENP7w TYMS 0butn uaeHTH(OUIMPOBAHBI B TPEX JIMOO ABYX
UCCIICIOBAHUIX.

BonpmmHcTBO M3 16 mepeunciaeHHbIX TE€HOB BBISBICHO
IIPU MCCIIEI0OBAaHUN TIOMYJISILIMOHHBIX BBIOOPOK Pa3InuHOrO
STHHYECKOTO Tiporucxoxieans: TERC — B BEIOOPKax, MPHHA-
JeXKalX TpeM dTHocaM (y eBporeiiues, xurenei banrma-
JIel ¥y KuTannes, npoxusatoiux B Cunranype); DCAF4,
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MPHOSPHG6 n TYMS — y eBporneiines, a Takke B TPaHCIT-
HUYECKOW Tpymre (kurtaiiuel, npoxunBarone B CuHramype
u esporeiitel); TERT, STN1, POTI1, RTELI, NAF1, TERF1,
ATM, PARPI — y AByX 3THOCOB (€BPONEHIIEB U KUTANIIEB,
npokuBaromux B CuHTamype).

NpeHTudrkauns reHos,

MMeloLMX OTHOLIEHKE K Perynaunn gianHbl Tesiomep,

no AaHHbIM UHTepHeT-pecypca DAVID

C nomouipto nHTepHET-pecypca DAVID Obiu HaiijeHsbl
tepmunsl u3 crnoaps GOTERM_BP DIRECT, necmyuaii-
HO yacto (FDR < 0.05) cBszannble ¢ 270 reHaMH YellOBeKa,
aCCOIMUPOBAHHBIMU C JJIMHON Tenomep (cM. IIpunoxe-
uue 3). lllecTHaamaTs TEPMHHOB, KOTOPbIE 0003HAYAIOT OHO-
JIOTUYECKHE MTPOLIECCHI, HAITPSIMYIO KOHTPOJIHPYIOIIUE [UTHHY
TesoMep, nepedrcieHsl B [Ipunoxenun 6, ocTaibHbIe MST-
Haa1ate TepMuHOB — B [Ipunoxkernu 7. C TepMHHAME U3 TIEp-
Boii rpynmsl (cM. [Ipunoxxenne 6) Obut cBsizanbl 30 TEHOB,
JiBa 13 KOTOpbIX (SIRT6 m TP53) MBI HE OTHOCHIIM paHee K
TpyIIE TEHOB, NMEIOIINX OMOIOTHYECKYI0 HHTEPIIPETALNI0
(3t rensl npencTaBneHsl B uccienosannn (Codd et al., 2021)
0e3 KOMMEHTapHeB OTHOCUTEIBHO UX (PYyHKIIMOHAILHOM 3Ha-
YMMOCTH B KOHTEKCTE PETYISINHU JUTMHBI TEJIOMEp). AHAIN3
HayYHBIX ITyOIMKaIUil 1MoKa3ai, 4YTo OEIKOBBIE MPOTYKTEI
000MX TeHOB TPOSBISIIOT CBOU (P (EKTHI B CyOTEIOMEPHBIX
paitonax xpomocoM (Tennen et al., 2011; Tutton et al., 2016)
1 OTIOCPEIOBAHHO MOT'YT OBITH 33/I€HiCTBOBAHBI B PETYJISIIIUH
JUIMHBI TEJIOMEp.

Jamee ObUTH PacCMOTPEHBI TEHBI, CBSI3aHHBIE CO BTOPOM
rpynnoit TepmuHoB u3 cnoBaps GOTERM_BP DIRECT,
BoIsiBIIeHHBIX TipU FDR < 0.05 (cm. TIpunoxenue 7). Cpenu
HUX HaiiieHo 29 TeHOB, He UMEBIINX OHOJIOTHYECKOI HHTEP-
nperanun ([Ipunoxenne §8), Bktoyas ynoMHHaBIIHECS pa-
Hee SIRT6 u TP53, ataxkxe BRCAI, SAMHDI w BRCC3, cBsi-
3aHHBIE ¢ HANOONBIIINM KoJIuecTBOM GO TepMITHOB (IIECTH,
YeThIpe M YETBIPE COOTBETCTBEHHO). [10-BHIMMOMY, TEHBI
U3 MOJyYSHHOTO TaKMM 00pa3oM CIHCKa TOXKE MOTYT Tpe/-
CTaBJISITh MHTEPEC B KOHTEKCTE PETYISIMN JUTMHBI TEIOMED.

eHbl >KNBOTHbIX, aCCOLMMPOBaHHbIE C ANIMHON Tenomep

TTonHOTeHOMHbI#1 TOUCK JIOKYCOB M FT€HOB, ACCOLIUMPOBAHHBIX
C JUIMHOH TeJIoMep, MPOBOIMIICS Y KUBOTHBIX TPEX BHUJIOB:
KPYIHOTO poraroro ckota (Bos taurus), JTOMOBOTO BOPOObBsI
(Passer domesticus) n nemaronsl (Caenorhabditis elegans).
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leHbl, accounmpoBaHHble
C ANNHOW Tenomep

Uccnenosanue aiist Buga Bos taurus ObUIO MPOBEICHO HA
702 >kuBOTHBIX rommTrHO-(hpu3ckoi mopoxs! (Ilska-Warner
et al., 2019). B pesynsrare I1II'”AA, BeimonnenHoro Ha JJHK
U3 LEJIbHOM KPOBH, B3SITOH y TEJIOK NPH POXKICHUH, OBLIO
BBISBJICHO HIECTh MOJMMOP(HBIX JIOKYCOB, aCCOIMUPOBAH-
HBIX C JUIMHOW Tenomep, a npu aHanuse JJHK xposu Tenox
B MOMEHT II€pBOM JIaKTallMu — TpU ApPYyTHX Jokyca. [Ipu
aHaJIM3e JIOKYCOB KoimuecTBeHHBIX mpm3HakoB (QTL), co-
OTBETCTBYIOLIUX 0OHAPY)KEHHBIM TCHETHYECKAM BapHaHTaM,
0bUTO UACHTU(UIIMPOBAHO 14 TEHOB-KAHINUIATOB Y )KHBOTHBIX
MIPU POKJCHUN 1 9 TEHOB-KaH/IN/IaTOB Y )KUBOTHBIX B MOMEHT
nepBoi takTanuy (cM. Tabnuiy u [Ipunoxenune 9). ABropam
HE yZajoch HalTH JaHHBIX O HEMOCPEACTBEHHOM y4YacTHUU
BBISIBJIEHHBIX TCHOB B PETYJSIINH ITPOIIECCOB, BIMAIONINX HA
JutnHy Teaomep. K grciy NoTeHIMaIbHBIX PETYIISITOPOB HMU
MIPUYKCIIEH TeH HykJeonopuHa NUP93, Konupyroumii KOMIIo-
HEHT AJIEPHBIX II0P, TIOCKOJIBKY paHee ObUIO TOKa3aHo, U4To y
JIPOXOKEH HYKJICOIOPHHBI CIIOCOOCTBYIOT CAJICHCHHTY TCHOB,
PAacIIOJIOKEHHBIX Ha OJIM3KOM PACCTOSIHUM OT TEIOMEPHBIX
obmnacreti (Van de Vosse et al., 2013).

HenaBno 6bumn omyOnukoBans! pesynbsrarsl [ITAA (Pep-
ke et al., 2021), npoBeIeHHOTO Ha NTEHLAX JIOMOBBIX BOPO-
OneB (Passer domesticus), B pe3yabraTe KOTOPOTO Hai/IeHO
22 rena-kanauzaara (cMm. tabmuny u [punoxenne 10). Ilo
MHEHHUIO aBTOPOB HCCIIEZIOBAHUS, B KOHTEKCTE PEryNsIIHUU
JUTMHBI TeJIOMEp MOTYT OBITh MHTEpecHHI: 1) reH WNTYB,
KOZIMPYIOUINI OETOK-KOMIIOHEHT CUTHAJIbHOTO IyTH Wnt/B-
KaTeHWHa, TOCKOJIbKY [3-KaTeHHH Y4acTBYeT B aKTHBAIIMHU reHa
Tert B SMOPHOHAIBHBIX CTBOJIOBBIX KJIETKAX MBIIIH; 2) TCHBI
CDCA4, GH v GHRHR, xouTponupyoue nponaudepa-
M0, aTloNTO3 U POCT opranusma; 3) ren RHOF, y4acTBy1o-
IUH B MIPOIECCe OpPraHU3alny IUTOCKeNeTa; 4) reH RNF34
(E3 ubiquitin-protein ligase RNF34), konTponupyromumii you-
KBUTHHHpOBaHUE; 5) reH AQP ], NOCKoIbKY OeJIOK aKBallOpUH
y4acTBYeT B TPAHCHOPTE OKCHJA a30Ta W aKTHBHBIX (opm
KHCIIOPO/1a, CIIOCOOCTBYS Pa3BUTHIO OKHCIUTEILHOTO CTpec-
ca, 9YTO MOXKET MOBJIUATH HAa aKTUBHOCTH TeJIOMepassbl; 0) reH
SCN4A, mOCKOIBKY KCIPECCHsI 3TOTO TeHa B CTBOJIOBBIX
KJIETKaX YeJI0OBEKa KOPPEIUPYET ¢ JUIMHOH Termomep.

IIpoBeneHHbIl HaMU aHAJIU3 [10KA3aJl, YTO HU OJUH U3 I'e-
HOB-KaHAWJATOB, NICHTU(HUIIMPOBAHHBIX ¥ KOPOB (23 reHa)
1 JIOMOBOTO BOpoObs (22 reHa) (cM. TabIuiLy), He UMEI OpTO-
JIOTOB Cpeiy Habopa, BKITFoUaroiiero 270 reHOB, BhISBICHHBIX
mo manHeM [TTAA y genoBexka (cm. [Tpunoxenwue 3).

[eHbl >KMBOTHbIX, accoumnpoBaHHble C ONMHOM Tenomep (mononHuTeNbHbIE faHHble npencraBjieHbl B anIJ'IO)KeHI/IﬂX 9-11)

Bup opraHnzma

Bos taurus
(Tenkm ronwTnHO-
bpusckort nopoabl)

MIAA / KneTkun KpoBu Tenok /
(llska-Warner et al., 2019)

Passer domesticus
(nomoBbIi BOpobGein)

MIFAA / KneTKun KpoBY NTEHLIOB B BO3pacTe
5-14 pHen / (Pepke et al., 2021)

Caenorhabditis elegans TIAA c ncnonb30BaHVEM JaHHbIX
(nouBeHHan NMOTHOreHOMHOIO CeKBEHVPOBaHWA /
HemaTopna) KneTku uenbix Hematopg / (Cook et al., 2016)

Mertog / nuctounuk JHK / nutepaTypHbIi UCTOYHMK  [eHbl-KaHAnAaTbI

Mpwn poxxpeHnn:

NUP93, CCSER1, MMRN1, SNCA, GPRIN3, HDGFL1, RF00026, DOK6,
RF00001, CCDC102B, TMX3, DSEL, bta-mir-138-2, bta-mir-2284c
MNpw nepBoi nakTauuu:

PTPRD, CYTL1, MSX1, STX18, NSG1, ACOX3, TRMT44, CPZ, HMX1

FRMDA4B, LMOD3, ARL6IP5, UBA3, TMF1, EOGT, AQP1, GHRHR,
OXR1, ORAI1, MORN3, KDM2B, RNF34, TMEM120B, RHOF, ANAPCS,
SHCBP1, CDCA4, SCN4A, GH, GOSR2, WNT9B

pot-2 (POT1)*, mms-19 (MMS19), ZK1127.4 (BCCIP), ZC487.2,
srd-35, T06D8.3 (PLPPR1, PLPPRS5), ZK783.5, F58F6.3, C12D5.10

* inA reHos Buga C. elegans B CKOOKax npuneefeHbl Ha3BaHWA OPTOIONNYHbIX FreHOB YesioBeKa.
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B uccnenosanuu Ha C. elegans (Cook et al., 2016) Obu10
HaieHo 9 TeHOB-KaHAMIATOB (cM. Tabmuiy u Ilpumoxe-
uue 11). OnuH U3 NeBATH T'€HOB, pot-2, SBISETCS OPTOIOTOM
rena POT1 4enoBeka, KOAUPYIOIIET0 KOMIIOHEHT IIENTepHU-
HOBOTO KOMIIIIEKCa. ABTOPBI ITPEATIONIAratoT, 4TO APYTOi I'eH,
ZK1127.4, To)Xe MOXKET ObITh BOBJICUCH B PETYIISAIIUIO [UTHHBI
Tesiomep, nockoibky 6enok BCCIP, konupyemblit reHoM-
OpTOJIOTOM HeJIOBeKa, B3auMoaencTyer ¢ oenkom BRCA2,
yuacTBytomuM B perutnkanuu JJHK.

B nesiom npu conocTasieHny HAOOPOB reHOB-KaH/IU/1aTOB,
UACHTH()UIIMPOBAHHBIX Yy YEJIOBEKa M JPYyTUX TPEX BHUJIOB
JKUBOTHBIX, OPTOJIOTHYHBIE T€HBI TOYTH HE BBISIBIISIFOTCS, YTO
MOXKET OBITh CBSI3aHO KaK C BUAOBBIMH OCOOCHHOCTSIMH PEry-
JISIUW AJTMHBI TENIOMEP, TaK ¥ C OCOOCHHOCTSAMM PETyIISINHT Ha
Pa3HBIX ATANax OHTOTCHE3a, A TAK)Ke IPUHAIISKHOCTHIO 00-
pasuoB JIHK pa3inuHbIM TKaHSIM U 0COOSIM Pa3iIMYHOrO 110J1a.

3aknioyeHune

B Hacrosimieil paboTe mnpeacraBieHa KOMITHIISIUS T'€HOB,
ACCOITMIPOBAHHBIX C JUTMHOHW Teiomep mo maHHBIM [ITAA,
KOTOpast BKJIro4aeT cBeseHus o 270 reHax yenoseka (cM. [Ipu-
noxenwue 3), a Taxxe 0 23, 22 u 9 renax, BoisiBJIeHHbIX Y KPC,
JIOMOBOTO BOpOOBsI 1 HeMaToAbl (cM. Tabmmity ). PaccMorpenne
(yHKIMH 52 TEHOB YeI0BeKa, sl KOTOPBIX nMenach (hyHK-
LHOHaNbHas uHTepnpetanus (cMm. puc. 4, IIpunoxenue 4),
MOKAa3aJI0, YTO Ha JUTUHY TEJIOMEP MOTYT BJIUSTH BAPHAHTHI
TCHOB, KOAMPYIOIUX: 1) CTPYKTYpHbIE KOMIIOHEHTHI TEJO-
Mepasbl; 2) OeJIKOBbIE KOMIIOHEHTBI TEJIOMEPHBIX YYaCTKOB
XpomMocoM (mmenTepruHOBBIH Komuieke u CST KOMIUTEeKc);
3) GerkH, yuacTBYIOIINE B ONOTeHE3e TEIOMEPasbl M PeryIu-
PYIOILINE €€ aKTHBHOCTD; 4) OCJIKH, PEryIupyOIIne (GyHKIIHO-
HaJIbHYI0 aKTHBHOCTh OEJIKOB IMIEITEPUHOBOTO KOMILIEKCA,
5) GenKH, y4acTBYIOIIHME B PEIUTMKALINY W/HITH KATINPOBAHUH
TesnoMep; 6) 6eIKH, KOHTPOIUPYIOIINE AJTbTePHATUBHBIHN Ty Th
VIUITMHEHHS TesoMep; 7) OeNKH, pearnpyromniie Ha MOBPexK-
nerne JTHK u oTBewaromue 3a penaparuro; 8) KOMIIOHCHTBI
PHK »sk30c0M.

BbIsIBIIEHBI T€HBI-KaHAWIATHl YEI0BEKA, HICHTH(PHUIIIPO-
BaHHBIE HECKOILKIMH HCCIIEJOBATEIILCKIMH TPYyTIIIaMH B TIO-
MyNANUAX PA3TUYHOTO 3THUYECKOTO MPOUCXOXKICHHS: TeHBI,
KoAupytomme KoMmoHeHTs! Tenomepassl (TERC u TERT), a
takke reH STNI, komupyromuii 6emok CST xomrmiekca (cM.
puc. 5). [To-BuaumMomy, noauMopdHbIe JOKYChI, 3aTparusa-
forrre (pyHKIIMK STHX TEHOB, MOTYT OBITh Hanbomee Ha/IexK-
HBIMH MapKepaMH IPeIpaciioioKEHHOCTH K 3a00JIeBaHMsM,
CBSI3aHHBIM C JUIMHOW TEJIOMEp.

ComocraBiieHHE TaHHBIX, TOJYUYEHHBIX B PE3ylIbTaTe
[MI'AA y guenoeka (cMm. [Ipunoxenue 3), ¢ pe3ynpraraMu no-
JIOOHBIX AKCHEPHUMEHTOB, MOJIY4YEHHBIMU ISl APYTUX BUIOB
KUBOTHBIX (cM. Tabmuy, [Ipunoxxenus 9—11), monreepanio
1 pacHIMPHIIO TIPEACTABICHNE O CIIOXHOM ITOJIUTEHHOM Xapak-
Tepe peryyaiun JUIMHbl TesoMep. [Ipu 3ToM BhIsIBIIEHa apa
OPTOJIOTMYHBIX T€HOB, KOJUPYIOIINX OEJIOK MIEITEPUHOBOTO
xomriekca (POTI y denoBeka u pot-2 'y C. elegans), 4to
JIEMOHCTPHUPYET BaKHYIO OMOJIOTHUECKYI0 3HAYUMOCTb 3TOTO
TEHa y Pa3HbIX BUJOB OPraHU3MOB.

CucTeMaTH3MpPOBAaHHBIC HAMHU JAHHBIE O T€HAaX M UX
(QYHKIHUSAX MOTYT IMOCIYXHTh OCHOBOW NpH pa3paboTke
MPOrHOCTUYECKUX KPUTEPHUEB IMATOJOTUN YEIOBEKa, IS
KOTOPBIX ITOKa3aHa YeTKas CBSA3b C JUIMHOH Tenomep. Kpome
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TOTO, CBEJICHHs1 O OMOJIOTHUECKHX IPOLIECCAX, BIMSIOMINX Ha
JUTMHY TEJIOMED, U TeHaX, KOHTPOIUPYIOMINX 3TU MPOIIECCHI,
MOT'YT OBITh MCIOJIB30BAaHBI JUISI MapKep-OpHEHTUPOBAHHOMN
U TEHOMHOH CEeNEeKIUH CEIbCKOXO3SHCTBEHHBIX KUBOTHBIX,
HAIPAaBJICHHO}N Ha IMOBBIMIEHUE MPOJAOHKUTEIBHOCTH UX
XO3SIICTBEHHOTO MCTIONIb30BaHMSI.
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