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BBEJEHHUE

CHCTeMHBIH KOHTPOJb SIBISIETCS OJHUM M3
(GyHIaMEHTaJIbHBIX CBONHCTB MHOTOKJIETOYHBIX
OpPraHU3MOB, OT KOTOPBIX B PEIIAIOIe CTENeHH
3aBHCHT aJIaNlTalis K MEHSIOLIMMCS YCIIOBHSAM Cpe-
1bl. JI. ¢pon bepranandu onpenenun cucteMy Kak
«KOMIIJIEKC B3aHMMOJIEHCTBYIOLINX KOMIIOHEHTOBY
WJIU KaK «COBOKYITHOCTb 3JIEMEHTOB, HAXOSILLINXCS
B OIIPEJENICHHBIX OTHOILEHUAX IPYT C APYIOM U CO
Cpenoi». DT MOHATHS JI0 CUX TOP JIe)KAT B OCHOBE
WCIIOJIB30BaHUs MOHATUHM «CHUCTEMBI» (LUT. MO:
Kapmun, 2005). [IpocToTa 1aHHOTO ONpeaeneHus
MO3BOJISIET PACHPOCTPAHSTD €I'0 HA MHOT'HE OOBEKTHI
OKpYXaloLIero Mupa, U B IEPBYIO O4Yepepb Ha
KUBBIE OPTaHU3MBI, JJIs1 KOTOPBIX CUCTEMHOCTb
MIPOSIBIISIETCSA B CKOOPAMHUPOBAHHOM M3MEHEHHH
3JIEMEHTOB B MHTEpEecax BBDKUBAHHS MHOTOKJIE-
TOYHOT'O OpraHu3Ma Kak I[eJIoro.

Cpeay OMOJIOTHUECKUX UCCIIeIOBAHUH BEChMa
MHOTOUYHNCJICHHBI IPUMEPHl U3yUYCHUs BIUSHUS
CHCTEMHBIX (JAKTOPOB Ha POCT U Pa3BUTHUE Opra-
HU3MOB.

M.E. Jlo6ammeBy (1967) npuHaiexKuT IPHOPH-
TET B pa3BEePTHIBAHUM HCCIIEIOBAaHUM 110 BIUSHUIO
CHUCTEMHBIX (PaKTOPOB Ha MPOTEKAHUE T'eHETHYE-
CKHX IIPOLIECCOB, B TOM YHCiIe MyTareHe3a. Vim Oblim
HpeICKa3aHbl HEKOTOPbIE HOBBIE CBOMCTBA B peasIl-
3alMU TeHEeTHYeCKO NH(OopMaIum, HarpuMep ee
3aBUCUMOCTb OT cucTeM opranusma. OH mucai o
TOM, YTO [TOBEJICHUE KOHTPOJIUPYET MOCIEICTBUS B
OpraHHu3Me, BEI3BaHHBIE JEHCTBUEM OKpYIKaIOLIeH
cpezabl, B TOM 4MClIe U reHeTndeckue. Jlanee on
IPOJOJIKACT: «... TAKUM 00Pa30M OpraHM3M IIpe-

JOXpaHSET ce0s OT TOTO, YTO JIEMEHTHI CUCTEMEI,
B JJAHHOM CJTy4ae KJIETKH, HAaYMHAIOT BECTH ceOs
TaK, 9TO HAPYIIAI0T TOMEOCTa3 BCETO OPTaHU3Ma.
M.E. JlobGameB BIiepBbIe BBICKA3aJl MPEIOIO-
JKCHUC O T'CHCTUYCCKOM KOHTPOJIC CUCTCMHBIX
MIPOLIECCOB.

VY JKMBOTHBIX HEpPBHAasl CUCTEMA, KaK U JIPY-
THe CHCTEMBbI, HanOoJIee MOJHO OCYIIECTBIISIET
roiep’)kaHne roMeocTasa B opranuszme. OmHaKo
CUCTEMHOCTh caMa 110 ce0e J10/hKHA ObLIa 3BOJIO-
IMUOHHO BO3HUKHYTBH Iropasao paHbLIIC U IPOSABUTH
CBO a/IaNTAI[MIOHHBIN MTOTSHIINA, YTO U BBI3BAJIO
HEOOXOAMMOCTH TOSIBIICHUS CTIEIHATN3UPOBaH-
HBIX, HHTETPUPYIONIUX OpPTaHU3M cuctem. bes
obecrnieueHNs (PYHKITMOHUPOBAHUS DJIEMEHTOB B
HWHTEpECax BCEM CUCTEMBI HEBO3MOXKHO TMPENICTa-
BHUTh ce0€ MHOTOKJICTOYHBIM OpPraHu3M BOOOIIIE.
TpymHO HAHTH MPOIIECCHI, KOTOPBIE IPOXOIUIH ObI
BHE CHCTEMHOT'0 KOHTPOITS, [IO3TOMY pacIinppoBKa
MOJIEKYJISIPHO-TEHETHIECKIX MEXaHU3MOB CUCTEM-
HOCTHU ABJIACTCA HCIIPEMCHHBIM YCJIOBUEM ITOHMMaA-
HUS MEXaHU3MOB TOICPKAHUS TOMEOCTAa3a.

H3ydenne CUCTEMHOCTH KaK T€HETHYECKOTO
MIpHU3HAaKa TpeOyeT MOJIEIIeH, TIIe MOTYT IPOSIBIIATh-
Cs MYyTallid, B Pe3yJabTare KOTOPHIX OTAeNbHAs
KJIETKa WJIM UX COOOIIECTBO BBIXOIAT H3-I10]]
KOHTPOJIA OpraHvu3Ma W HA4YMHAKOT, HAIIpUMED,
0ECKOHTPOJILHO pa3MHOKaThes. Eciiu 310 3aTparu-
BacCT PETYyJIAPHLBIC [IPU3HAKU OpraHu3mMa, TO TaKue
MYyTallHUU, CKOPEE BCETO, OKAKYTCA JICTATbHBIMU.
lopa3go myumie moaxomaT B Ka4yeCTBE MOACIH
T€ ClIy4yad, KOTJia pa3BUTHE OpraHW3Ma MOXKET
NMpOTEKaTh IMOJIMBAPWUAHTHO, B 3aBUCUMOCTU OT
YCIIOBUM CpeJibl.
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CHcTeMHOCTh B JAHHOM CIIy4ae MpOsBIAETCS
B TOM, YTO OpTaHW3M OIEHHBAET W3MEHEHHE CO-
CTOSIHUSI OKpY’Karomieil cpeasl u obecrieunBaeT
BBIPA0OTKY aJeKBaTHOW amanTanuu. B pe3yms-
Tare MyTalMiyl CHUCTEMHasl peakius opraHu3Ma
HapyIIaeTcs, OH BBIXOIUT U3 TOMEOCTa3a, OIHAKO
NOAJEPKATh Pa3BUTHE MYTaHTHONH OCOOHM MOKHO
B TaKUX YCJIOBHUSX, KOT/Ia B Pa3BUTHH a/IalTalliH
HET HeOOXOMMOCTH.

Ha marmm B3m1s11, cuMOMO3 pacTeHU ¢ MUKPOOP-
raHu3MaMH 00eCTIeYnBaeT UMEHHO TaKyI0 BO3MOXK-
HOCTb. DTO CBSA3aHO C TEM, YTO B IIPOLIECCE CBOETO
pocTa 1 pa3BUTHS PACTCHUS JOJKHBI pearupoBaThb
Ha W3MEHEHHUE JIBYX BXHEHIINX XapaKTEPUCTUK
OKpY’KaroIel cpenbl — JTOCTYITHOCTH MUTATelh-
HBIX 2JIEMEHTOB M Hanmuus gutomaroreHoB. O6a
9TH CBOMCTBA HOCST YKOJOTHUECKU OOIUTATHBIN
xapakTtep. Eciam mouBa colepXUT OCTYIHbIE
COEIMHEHUS a30Ta, TO PACTEHUS HE HYKAAIOTCS B
Pa3BHUTHU JOTOIHUTENBHBIX afanTanuii CAMOHO-
TUYECKOTO TIPOUCXOXKACHUA. ITO OBLIO ITOKA3aHO
eme B 1916 1. (Streeter, 1988). Ho ecnu a3zota mst
pa3BUTHSA BCETO pacTEHHs HE J0CTATOYHO, TO HE0O-
XOIIMMO 00ECIIEeYUTDh €ro MOOMIIM3AIHIO U3 HE/I0-
CTYIHBIX «OIMHOKHM) paCTEHUSIM HCTOYHUKOB. B
ATOM YK€ 3aJI0KeHa HEOOXOAMMOCTh CHCTEMHOTO
KOHTPOJIIA, HO OHAa HEe Oo4YeBHIHA. TeopeTnyecku
BO3MO)KHA CUTYaIIHs, KOT/Ia BCE KIIETKH OpraHu3Ma
UCTIBITHIBAIOT AC(MUIUT MHUTATEIbHBIX JJIEMEH-
TOB, U T€ U3 HUX, KOTOPbIE HAXOAATCS ONIKE K
WCTOYHHKY, HAl[pUMEP KJIETKH KOpHEH, Ha4YHyT
yCBamBaTh HEOOXOAMMBIE UM JJIEMEHTHI 332 CUET
JIOKQJIBHOTO Pa3BUTHS HEOOXOIUMBIX a/IallTaIHil.
BTopas BO3MOXXHOCTB — 3TO TO, YTO OPTaHU3M KakK
[EJI0€ «OTIPEeIETIAeT HATMUKE MUTATENbHBIX dJle-
MEHTOB U B COOTBETCTBHMHU C 3TUM IepecTpanuBaeT
BECh CBOH METa0OIM3M.

CHaOxxeHue 000OBBIX PACTCHHU Ba)KHEHIINM
MTUTATEIbHBIM DIIEMEHTOM — a30TOM — 00ecIieunBa-
€TCsl 32 CYET WX CTIEIU(PIUECKOTO B3aUMOICHCTBHS
C TIOYBCHHBIMU OaKTEepPHsIMH, B PE3yJbTaTe 4ero
Ha KOPHAX MOSIBISIOTCS 00pa3oBaHUs CUMOHMO-
TUYECKOTO I'eHe3nca — KIyOeHbKH, B KOTOPBIX
MIPOUCXOANUT (PUKCAIHS MOJEKYISIPHOTO a30Ta JI0
JIOCTYITHOH pacTeHUsM (HOPMBI, H TAKIM 00pa3oM
JaHHast MEKpOOHO-pacTuTenbHast cucrema (MPC)
CTAaHOBHUTCS HE3aBHCUMOM OT MHHEPaJIbHOTO
azora noussl. [lonarne MPC npeanonaraer, 4ro
B pe3ylbprate (QyHKIHOHAIbHONW MHTErPallH Te-
HETHYECKHUX CHUCTEM IPO- U 3YKAPHOT BO3HUKAET

HOBBII Cynepopranusm, y KOTOPOTO MOSIBIISIOTCS
MIPU3HAKHU, KOTOPHIMU HE 00IaIaTi TTApTHEPHI J10
o0benHeHns1. KiryOeHbKOBBII cMO103, 0COOEHHO
€ro HeZICTePMUHUPOBAHHBIEC BAPHAHTHI, TIOJTHOCTHIO
OTBEYAET TAKOMY OIIpEeJIEIICHHIO.

Pa3Butune kiyOEHBKOB MOAYUHSICTCS PSILY TPE-
0OBaHWI, CPEIU KOTOPBIX TIIABHBIMU SIBIISIFOTCS
cnenu(UIHOCTh B3auMozencTBus (puc. 1) u ero
9KOJIOTHYECKAsT OOMUTaTHOCTE. [IepBhIif mMpH3HAK
MOJATBEPIKIaeT HEeCIy4alHOCTh 00pa3oBaHUA
HAJBUIOBON CHUCTEMBI, HO TOJBKO B CIyuae KOM-
IJIEMEHTAPHOCTU T€HOB y3HABaHUS MapTHEPOB.
BTopoe TpeboBaHME CBSA3aHO C ONTHMHU3AIKMCH
nutaHus pacteHuid. [lockonbky momydeHue u
MIpUMEHEHNE a30THBIX YIOOPEHUH SBISIOTCS OUYeHb
JHEpro3arpaTHBIMU (HE MEHEe TMOJIOBUHBI BCEH
SHEPI'UH, UCTIOIB3YEMOM B CEIbCKOX03SIMICTBEHHOM
IIPOU3BOJICTBE), TO PACIIUPPOBKA MOJICKYIISIPHBIX
MEXaHU3MOB CUCTEMHBIX PEAKIIMH 0 OTHOIIICHUIO
K a30THOMY CTaTyCy pacTeHWH MO3BOJUT paspa-
6orath 2(h(HEeKTHUBHBIC CIIOCOOBI HEPTrOcOeperKe-
HUSI. BO3MOXHOCTE MPOBEACHUSI TEHETHICCKOTO
aHaJIM3a 3TUX CBOWCTB MOSBMJIACH ITOCJE TOY-
YEHUs MyTaluld 10 IPU3HAKY, KOTOPbIA MOXKHO
OTIPEIEIUTD CICAYIOMNM 00pa3oM: CHOCOOHOCTh
pacTeHui OIpenensiTh JOCTYITHOCTh MTUTATEbHBIX
AJIEMEHTOB W KOHTPOJIUPOBATh CTEIIEHb Pa3BUTH
cuMO103a B COOTBETCTBHH CO CBOWMH DHEPTETH-
YECKUMHU BO3MOXHOCTSIMU U TIOTPEOHOCTSIMHU B
DJIIEMEHTAX MUTAHUSL.

CUCTEMHBIE MYTALIUN
KJIYBEHBKOOBPA3OBAHUSA

JlaHHBI IPU3HAK B XOJI€ TE€HETUYECKOTO aHa-
nu3a ObUT 0003HAYEH KaK aBTOPETYJISIUsS KIIy-
O0eHnbko00pa3oBanus — APK (B anmmiickoii TpaHc-
kpunn AON — autoregulation of nodulation).
ObecrieunBas NOCTYIICHNE a30Ta, KITyOSHBKH BbI-
CTYTIAIOT KaK OJINH 13 BAKHEUIITUX TOTpeOnTenen
yriepona. MyTanuu, TpUBOJISIIUE K CBEPXOITH-
MaJIbHOMY pa3BUTHIO CHMOMOTHYECKOTO afapara,
BBI3BIBAIOT 3aMEJICHHE POCTA KOPHEH U M0OeroB,
XOTs a30T¢UKCAIMS NPU ATOM HE MOBBIIIACTCS.
3Ot0 HabmoneHue ObLIo caeaHo emie B 50-e roas
MPOILIOTO CTOJETHS OJHUM U3 KJIACCHUKOB 3EM-
nenenust P.S. Nutman (1946, 1984). B mporecce
W3yUYCHHS] N3BMEHUYMBOCTH KITyOSHHKOOOpa30BaHHS
MHOTHE CEJIEKIIMOHEPbI IPUXOANIN K BBIBOLY, YTO
JUIsl K&KJOTO T'eHOTUIIa PACTEHUH XapaKTepeH
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CBOI MoKa3aTeslb MacChl KIyOCHbKOBOM TKaHU.
ITpu HemoctaTouHoOW azordukcanuu (HarpuMmep,
IPU UCIIOJIB30BAHUM Ul MHOKYJISALHMHU HEd(-
(heKTUBHBIX IITAMMOB) KOJIMYECTBO KIyOCHBHKOB
YBEITMUUBACTCS, HO X pazMep yMmeHbinaercs. [Ipu
HEperyJsIpHOH WHOKYJISILIMY PEAKHE Ha pacTeHUN
KIyOCHBKH MPEBHILAIOT MO pa3Mepy OObIUHBIE,
COXpaHss CTAOMIBHOCTH MACChl CHMOMOTHYECKOTO
afrnapara.

HeobxomumocTs 0anaHCHPOBKU TPOIECCOB
¢doTrocuHTE3a M a30TPUKCANUN XOPOLIO HILITIO-
CTPUPYIOT SKCIIEPUMEHTHI aBTOpa ITOH CTAThU
u ero xouter B.M. Pomanosa u C.A. UeTkoBol,
BBINOTHEHHBIE B 90-X rogax MpoLUIOro CTOJETHS,
10 U3YYEHHIO XJIOPOQHUIBHBIX MyTaHTOB I'OpOXa,
nomy4yeHHbIX C.A. [octumcknm B MI'Y (TuxonoBnd
u np., 1987). Takue myTanthl conepxanu 2 u 42 %
(R-2 1 R-42) oT HOpMaTBHOTO KOJIMIECTBA XJIOPO-
(usa 1 BCIeACTBHE 3TOTO OBLIN OCTPOASPHUILIUTHBI
1o yrepony. Mizydenue napameTpoB CUMOHOTHYE-
CKOM a30T(HKcalMU y TAKUX MYTaHTOB I10KA3aJI0,
YTO aKTHBHOCThH HUTPOTE€HA3bI Y HUX WM HE BO3HU-
KaeT BooOie y 2 % MyTaHTOB, HJIH PE3KO CHHYKEHA
(42 % xnopo¢umina). Tem He MeHee MPOLIEHTHOE
coziepkaHue a30Ta B Macce R-42 pactenuii mpeBhI-
IaeT TAKOBOE Y HOPMAJIbHBIX TOPOXOB. Y MyTaHTa
HaOJII0aeTCsl TOBBIICHHOE KOJIMYECTBO TPAHCIIOPT-
HBIX (HOPM aMUHOKHCIIOT, KOTOPBIC HAKATUTHBAIOTCS
B KIIyOCHBKAX, TIOCKOJIbKY y PAacTEHHH, BEPOSITHO,
HE JIOCTaTOYHO YIJIepOsa /sl CBS3bIBAHHSI BHOBb
(PUKCUPOBAHHOTO a30Ta. DTH HKCIIEPUMEHTHI TO-
Ka3aJIi, 4TO B YCJIOBHUSIX HEOCTATOYHOTO MUTAHMS
KIyOCHbKH HaUMHAIOT MPOSIBIISTH HIEMEHTHI I1apa-
suTH3Ma. TakuM 0Opa3oM, J0JKEH CYIECTBOBATh
MEXaHW3M, YPaBHOBEIIUBAIONINN MOTPEOHOCTH B
a30Te ¥ BO3MOXXHOCTH PACTEHHS IO MOIYyYCHHIO
¢oTocuHTaTOB. 3HAHUE STOTO MEXaHMU3Ma (MK Me-
XaHU3MOB) [TO3BOJIMT BHECTH 3HAYNTEIbHBIN BKIIA]
B 3KOHOMUIO a30THBIX yIOOPEHU IPH OAHOBPEMEH-
HOM COXPaHEHUH BBICOKHX YPOXKACB.

HacnenoBanue uncia kiryOEHBKOB y pa3HBIX
TeHOTHUTIOB OBIJIO OIIMCAHO U3BECTHBIM IIBEACKUM
reaetukoM ropoxa S. Blixt (Gelin, Blixt, 1964).
OTH pa3nnuusl He BBIXOAAT 32 PAMKH U3MEHEHUS
yuciaa KIyOeHbKOB B 1,5-2 pasza y M3y4eHHBIX
reHoTunoB. KonnyecTBo KIIyOCHBKOB MOXKET
JaXe CIY)KUTh CEJICKIMOHHBIM MPU3HAKOM Ha
NOBBIIICHHE YPPEKTUBHOCTH CUMOMOTHYECKON
a3oT(uKcauy. 31eCh YMECTHO OTMETHTH PaOOTHI
K.K. Cunopogoii (Cunoposa u ap., 2006).

KonnyecTBeHHBIN XapakTep CIIOHTaHHBIX pa3-
JIMYUH 110 YUCITy KITyOCHBKOB HE TI03BOJISIET IIPSIMO
Hcclie/oBaTh reHeTudeckuii koutposib APK, sra
BO3MOXXHOCTH TIOSIBUJIACH MTOCIIC MTONYUYCHHS CY-
MEePKIYOCHBKOBBIX MyTaHTOB.

[lepBbie Takue MyTanuu ObUTH MOTy4YeHbI B 80-X
rojax mpouwioro crojerus. Hadano ux moxpo6-
HOTro n3ydeHus: Obut0 nojoxeHo P. Gresshoff u
ero komteramu Ha coe (Glycine max) (Reid et al.,
2011). deHoTHN TaKUX MYTaHTOB XapaKTEepH30-
BAJICSI pE3KHM YBEIIMYCHHUEM YKCIia KITYOCHBKOB —
HE MEHEE YeM Ha MOPSI0K N0 CPABHEHHMIO C IMKHM
TUIOM (pHC. 2), a TAK)KE HAMHOTO MPEBBIIIAJ Ipa-
HUIIBI CHOHTAaHHOM U3MEHYHBOCTH 110 KJIyOCHBKO-
obpazoBaHnto. KpoMe komaecTBeHHON pa3HHUIIHI,
CYIIECTBYET M KaUeCTBEHHBIN MPU3HAK CHCTEMHBIX
MyTanuid — o0pa3oBaHUe KIYOCHBKOB IPOMCXO-
JIUT HE3aBHCUMO OT KOJMYECTBa a30Ta B IMOYBE.
Takue myTtanuu ObUTM 0003HAYECHBI JUISI COM Kak
nts (nitrogen-tolerant symbiosis), 3arem mo mMepe
Pa3BUTHS 3HAHUH 110 MOJIEKYJIIPHOMY MEXaHU3MY
CHICTEMHOU PEryJIsIIINY OHH OBbUTH TIEPEUMEHOBAHBI
B nark (nodule autoregulation receptor kinase). Cy-
MEePKIyOCHBKOOOPa30BaHKUE OIMCAHO Y HECKOJIb-
KuX 00OOBBIX, U BBISIBJICHBI COOTBETCTBYIOIINE
reHsl, Hanpumep Lotus japonicus (HARI), Pisum
sativum (SYM?29), Medicago truncatula (SUNN:
SUPER NUMERIC NODULES) u T. 1.

W3meHunBOCTh YrciIa KITyOSHBKOB CBUIETEIIh-
CTBYET O TOM, UTO CYILIECTBYIOT 10 KpaliHEH Mepe
JIBa YPOBHS PErYJSIUH: OIUH NPOSABISIETCS B M3~
MEHYHMBOCTH KJIyOEHbKOOOPA30BaHMUs! IUKOTO THIIA,
B 3aBUCHUMOCTH, BEPOSITHO, OT MEXaHU3MOB, pabo-
TAIONINX Ha KOPHSIX; BTOPOH YPOBEHB — 3TO 00IIIee
paspelieHue Ha KiyOeHbKOOOpa3oBaHHUe, KOTOPOe
CBSI3aHO C a30THBIM CTaTyCOM ITOYBBI U OCYIIIECTBIISI-
eTcs IyTeM TepeJadyl CUTHAIOB Ha JaJIbHUE pac-
crostaus. [locnenHee crano U3BECTHBIM B CBSI3U
¢ Han0oJee WHTPUTYIONIUM CBOMCTBOM MYyTAaIlHid
CYTIepKITyOeHbKOO0Opa30BaHMsI: MYTaHTHBIA (e-
HOTHIT OTIPE/ICIIETCS BEPXHEH YacThi0 pacTeHHS.
3TO crenoBajo U3 SKCIEPUMEHTOB IO PELHUIPOK-
HBIM MPUBUBKAM MOOETOB MYTaHTHBIX PacTEHHM
Ha KOPHH JIUKOTO TUTA 1 Hao0opoT (puc. 3). [Ipu
9TOM CyNepKITyOeHbKOOOpa30BaHKE BCETIa BO3HHU-
KaJIo Ha paCTCHUH, HECYIIIEM MyTaHTHbIC TOOETH,
HE3aBHCHMO OT T€HOTHUIIa KOPHEBO# crcTeMbl. Clie-
JYIOIIUM MOATBEPKACHHEM CHCTEMHOCTH PEaKIIH
APK cranu sKkcnepuMeHTHI IO «paclienICHHOMY
kopHIO» (puc. 4). CyTb UX COCTOUT B TOM, 4TO JBE
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Puc. 1. MonekynsipHble MEXaHU3MBI CUTHAJUTMHTA B CUMOMO03e RAizobium M G00OBBIX, ONpPEACTIIIONINE CIICITH-

(hUIHOCTD.

Curnan B Bujie cienuduiyeckux (praBOHOUIOB, TPOU3BOANMBII B KOPHIX 0000BBIX, BOCTIPHHUMaETCs OerxoM nodD, 9To BBI3BI-
BAET HKCIPECCUIO F'eHOB KITyOeHbKOOOPa30BaHus, CHHTE3UPYomuX nod-(akTop, CTPyKTypa KOTOPOTo OTBEYaeT 0COOCHHOCTIM

peueHTopHoﬁ MOJICKYJIbI COBMECTUMOI'O 60060BOTO pacTeHus.

9aCTH KOPHEBOW CUCTEMBI 0000BOTO PACTECHUS I10-
MEIIAI0T B pa3IMyHbIe MPOOUPKH, YTO UCKITFOUALT
uX (hu3nuecknii KOHTaKT. HOKYISANS OMHOM 13
gacTell BRI3BIBACT 00pa30BaHME HA HEW KITyOeHBb-
KOB, TOT/Ia KaK BTOPAast 4aCTh OCTACTCS CBOOOIHOM
oT kiybeHbpkooOpa3oBanus. Ecnu Tenepp crycts
HECKOJIBKO JHEH HaHECTH OaKTEpUHM Ha BTOPYIO
4acTh, TO B HOPME HOBBIE KITyOSHBKH HE BO3HHKHYT
BOOOIIIE WIIH WX YUCIO OyneT pe3ko cHikeHo. Ho
B CJIy9ae MyTaIui CyIepkiTyOeHFKO00pa30BaHMs
Takasi OTCTPOYCHHAS HHOKYJISIUS MOXKET BOOOIIE
HE TIOBJIMSITH Ha 00pa30BaHUE KITyOSHBKOB HJIH 3TO
BJIMSIHUE OyJIeT 3HAYUTEIIBHO 0CIa0JIeHO.

Ovikun Tmn

MyTtant Nod**NTS

Puc. 2. HapyuieHre cucTeMHOMN peryIsiug Yucia Kiry-
OCHBKOB y ropoxa.

MyTaruu 1o npu3HaKaM CHCTEMHOCTH BBI3BIBAIOT CYTIEPKITY-
OeHpkooOpasoBanue y ropoxa. NTS (nitrate tolerant symbiosis) —
YCTOWYMBOCTb KITyOEHbKOOOPA30BaHMS K BBICOKOMY COZEp-
JKAHUIO a30Ta B CPEJIe.

OTtcpoueHHOE KITyOeHBKOOOpa30BaHUE SIBIIS-
€TCSl HE3aBUCUMBIM OT TIPUCYTCTBUS KHUBBIX OaK-
Tepuii, OHO HAOIIOACTCS aXke MPH TOOABICHUN
ountieHHoro nod-(hakTopa, CHTHAILHOTO COCIIU-
HEHUSI, CHHTE3UPYEMOTro OaKTEpUsIMHU, CTPYKTypa
KOTOPOTO ONPE/LIISIeT CIeIU(PUIHOCTh B3aUMO-
neiictus (puc. 5).

B cucreme pacmierierHoro kopHs nod-daxrop
MoJIaBJsieT 00pa3oBaHne KITyOeHBKOB Ha BTOPHY-
HBIX KOPHAX, OJJHAKO TOJIBKO €r0 HaJIu4usd HEIO0-
CTaTOYHO JJIs1 ToJTHOTO TposiBieHus APK.

. ++
Ovkuia Tun Nod ™ ™ - myTaHT

BereTtaTtvBHble rmbpuabl

PeunnpokHble
NpUBMBKM

Puc. 3. Jlokanusaius cursana, KOHTPOJIUPYIOILETO YHCIIO
KIIyOEHBKOB.

[Tpu3Hak cynepkiIyOeHbKOOOpa30BaHMs CIESAYET 3a BEpXHEH
YaCTBIO PACTEHUsS B KCIIEPUMEHTE MO MIPUBUBKAM.
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MHokynaums
Kkny6eHbkoBbIMU BakTepuaMn
B Havarne akcnepumeHTa

MHokynaumsa
kny6eHbKkoBbIMU BakTepuaMu
Ha 7-n AeHb 3KcnepumeHTa

Puc. 4. Cucrema «pacuieruicHHbIi kopeHb» (Kosslak,
Bohlool, 1984. P. 125-130).

V myTtanTa Ha KopHe B dopmupyercs Gonblee KOIu4ecTBo
KITyOSHBKOB BCIIE/ICTBIE HAPYIICHHONH aBTOPETYIISIIUH.

OBIIASA CXEMA
CUCTEMHOI'O CUTHAJIJIMHTA

OnucaHHbIe BBIIIE OKCIICpUMCHTBI CBHUC-
TEILCTBOBAJIU O TOM, YTO CHT'HAJ, pa3peIlaronii
KITyOeHbKOOOPa30BaHUE, TCHEPUPYETCs B BEPXHEH
YaCTH PACTEHUs, a 3aTeM IOCTYIaeT B KOPHEBYIO
CUCTEMY, UTO KaXE€TCs JIOTUYHBIM, IMOCKOJIBKY
UMEHHO B BEpXHEil 4acTH MPOUCXOTUT IMPOIECC
¢dorocunTesa, oT 3pHEKTUBHOCTH KOTOPOTO 3a-

Rhizobium
ok, legumlr{osarum
HG bv. viceae
HO~(crps-chs
Buka [opox

BHUCSIT MOTPEOHOCTh PACTEHHH B a30TE M UX DHEP-
rerudeckuii craryc. OgHaKo Takoe OOBbsICHEHUE
MIPEACTABIISIETCS O4eHb (DOPMAITLHBIM, TPEOYIOIIIUM
pacmdpoBKU O0Jiee KOHKPETHBIX MEXaHHU3MOB,
Tem Oonee, 4To nedonralus BbI3bIBACT yBEIHUe-
HHUE 00pa30BaHusI KITyOCHbKOB Ha KOPHSIX MyTaHTOB
[0 CPaBHEHUIO C JUKUM THIIOM. CJe0BaTeNbHO,
mexanu3M APK Henb3s TpakToBaTh Kak NpOCTYIO
3aBHCHMOCTH OT KOJIM4eCcTBa ()OTOCHHTATOB.

Hauboiee noruuHBIM Ka3alloch OOBSICHEHHE,
npemioxkennoe P. Gresshoff, mpeamonaras-
LIMM, YTO B MPOLECCE Pa3BUTHUSI KIyOCHBKOBBIX
MPUMOPJIUEB TEHEPUPYETCS CUTHAJ, KOTOPBIH
TPAHCIIOPTUPYETCS B BEPXHIOIO YacTh PAacTEHUS,
rme oOpabaTeIBaeTCsl W BCICACTBHUE ITOTO POXK-
JaeTcsi ToOETOBBI CUTHAJ, KOTOPBIH, IOIamas
B KOPHEBYIO CHUCTEMY, NOJABISET JanbHeillee
KIyOeHbpkooOpa3oBanue. Jliist pacimdpoBKY 3TOro
MEeXaHU3Ma, CJIeI0BaTeIbHO, HAaI0 ObLIO OOHa-
PYXHUTh 00a CUTHAIBHBIX COEAMHEHUS, KOTOPHIX
MOTJIO OBITH M OOJBINE, a TAK)KE MX PEIENTOPHI
B BEpXYIIEYHOH YacTU U B KOPHSAX PACTEHHS.
Ora JIoTHKa COBNAAAET C paHee BBICKA3aHHBIM
M.E. JloOarieBbIM IMOT0KEHUEM O TOM, UTO KJIETKA
HE JIOJDKHA BBIXOJWUTH M3-T107] KOHTPOJISl OPraHu3Ma,
YTO OCOOCHHO aKTyaJbHO IS TaKOTO INPH3HAKa,
kak nenenue. [Iporecc oOpazoBaHus KITyOEHBKOB
KaK pa3 W ImpezcTaBisieT u3 ceds aenudepeniu-
POBKY KJIETOK KOPTEKCa C IMOSBIEHUEM BTOPUYHBIX
MEpPUCTEM ¥ HOBOOOPA30BaHUH.

deHoMeH CUMOMOTHYECKOH a30T(QUKCALNH,
TaKUM 00pa3oM, SIBISIETCS HHTEPECHON MOJIENBIO

(iii)
0COCH; 0SO5H
CH, CH,OH CH,OH CH,
H o o o o o
~ HO o o o)
+ ~~OH OH
H HO HO H NH
O_CJ“ H NH NH NH o N
| co ¢o co
(i) co CH, CH, CH
I
CcH
V7
(CIH2)5
it Sinorhizobium
cH meliloti
(?Hz)ﬁ
CH,
JouepHa

Puc. 5. Nod-dakropsl, onpenenstomue CienupuIHOCTb K pa3HbIM PACTCHUSIM.

Paznuuns B crpykrype nod-akropa onpenensior crierupHIHOCTb B3auMOoAeHCTBYL. [1py HaTMInH CXOHON YaCTH MOJICKYJIBI —
xuroonurocaxapuza (1), B 3aBUCUMOCTH OT HATTMYHS 3aMECTUTENS — CyTb(OrpyInsl (2) M pa3HBIX 0CTATKOB KHUPHBIX KUCIOT (3)
nod-(hakTop BeI3BIBACT KIIyOCHBKOOOPA30BaHHE Yy FOPOXa MIIH JIFOLEPHBI.
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JUIS U3yYeHHsI CKOOPIAMHHPOBAHHOHN peann3aiuu
KOMIUTeKca (DaKTOPOB, OT KOTOPBIX 3aBUCHUT TIepe-
XOJl paCTeHU Ha HOBBI NCTOYHUK MTUTAHUS ITyTEM
CHUCTEMHOTO PETYIUPOBAHMS.

HWrak, nmporiecc kiryOeHbKOOOpa30BaHHsI 3aITy CKa-
eTcst mocpeacTBOM nod-(akropa, HAXOIUTCS IO
KOHTPOJIEM pAacTEHHs] U 3aBHCUT OT YCJIOBHUHU
oKpyxatomeit cpeasl. [Ipu aToM mpoucxomsaT asa
mporecca — NMPOHUKHOBEHNE OaKTepuil B pacTe-
HUE TOCPEACTBOM 00pa30BaHUSI WH(EKITHMOHHBIX
HUTEH 1 00pa3zoBaHNE BTOPUUYHBIX MEPHCTEM
BHYTPH KOPHs1. DTH JIBa poliecca 00eCIeunBatoTCs
CXOZIHBIMHU T'€HaMH, pabOTaIOMIMMHU B Pa3IHYHBIX
nporpammax. (puc. 6). JlaHHBIH TIpoTIecC aKTUBHO
KOHTPOJHMPYETCS B PACTEHUH MPEUMYIIECTBEHHO
3a CUET OTPUIATENBHBIX CBA3EH, 4TO MOJAPOOHO
paccmotpeno H.A. ITpoBopossim 1 H.J1. BopoObe-
BbIM (2012). ITpu 3TOM monaBisieTcst U30BITOUHOE
oOpa3zoBaHre MH(EKIMOHHBIX HUTEH M 3a4aTKOB
kiyOeHbKoB. [locnennne oOpa3yroTcsi TOIBKO B
O4YeHb OTPaHWYEHHOW 30HE KOpHS, cpa3y 3a Kop-
HEeBOH Toukoi pocta (bonee moapoOHO omrcano B
(D’Haeseleer et al., 2010)).

®enomen APK, takum oOpasom, sBisieTcs
OPUMEPOM PETYJISIIMU Ha JajbHEM PAaCCTOSHHH.
Haubosee BepOsSTHBIM OBLIO TIONIATATh, YTO TAKOH
MeXaHU3M OCHOBaH Ha KOHTPOIIE TIpoIecca Jese-
HUS KJIETOK Kak "yacTh Oosee oOIero mpoiecca
peryJsiiiy pocTa U pa3BUTHUS pacTeHuil. B ganb-
HEWIIeM 3TH NPEAIONOKECHUS TOATBEPIUITUCE TPU
BBISIBJICHUH PELENITOPOB CUTHAIIA, TIOCTYAIOIIETO
U3 KOpPHEH.

[lneitorponiHoe aeiictBue MytanToB 1o APK
CKa3bIBAETCSl Ha PAa3BUTHH KOPHEBOW CHCTEMBI.
KopneobpazoBanue sBiIsieTcss KOMIUIEKCHBIM TIPO-
LECCOM, KOTOPBIH XapaKTepU3yeTcst OOJBILIOH I1ac-
TUYHOCTBIO B OTBET Ha U3MCHSIOUINECS YCIOBHS
cpenbl, o0ecTieurBasi BEBDKHBaHUE OPTaHU3Ma.

Uccnenosaremn APK —F. de Bruijn u K. Szczyg-
lowski — oOparniam BHUMaHUe Ha MyTaHT Lotus
japonicus, KOTOpPbIA XapaKkTepu3oBajCcsi Hapylle-
HHUEM B Pa3BUTHUH KOPHEW U OAHOBPEMEHHO MPOSIB-
751 cynepkiyoenbkooOpasosanue (Krusell et al.,
2002). bputH onrcaHbl HECKOIBKO ajiieliel JaHHO-
TO T€Ha, KOTOpbIe MONydniIn Ha3BaHue harl-1-3.
WNnokynsauus Takoro mytanta Mesorhizobium
loti Benma K MOYTH TOJIHOMY TIO/IaBJIEHUIO pOCTa
pacTeHusl U CYNepKIyOeHbKOOOPA30BAHUIO, MTPU
KOTOPOM KIIYOCHBKH NMPAKTHYECKH MOKPBIBAJIN

Bech KopeHb. MccnenoBanme nporuecca IpoOHUKHO-
BeHUs OaKkTepuil B KOPEHb MTOKA3aII0, UTO TPOIIECC
00pa3oBaHUs HH(PEKIIMOHHBIX HUTCH MPaAKTHICCKH
HE OTIIMYAaeTCA OT MpoIiecca y TUKOTO THTIA, OJTHAKO
€CJIM Yy HOPMaJIbHBIX PACTEHHUH U3 dTHX HUTEH 00-
pasyercs ToJIbKO 9—15 KiyOeHBKOB, TO y MyTaHTa
pa3BuTHE OOJMBIIMHCTBA WH(EKIIMOHHBIX HUTEH
MPUBOAUAT K (POPMUPOBAHHIO MHOTOYHCIICHHBIX
30H C MHTO3aMH, KOTOpBIE 3aTeM (OPMHUPOBAIH
KJIyO€HBKOBBIE TTPUMOPINH, YTO BEIO K CyIep-
KI1yOeHbKOOOPAa30BaHUIO C XapaKTepPHOW i
JTAHHOTO MyTaHTa yCTOMYMBOCTBIO K ITOBBIIIIEHHOM
KOHIIEHTPALlMK HUTPATOB B cpeae. HemHokynupo-
BaHHBII MYyTaHT harl XapakTeph30BalICS TaKkKe
3HAUYUTEJIBHO YKOPOYEHHON KOPHEBOU CHCTEMOIA.
IIpu »TOM NONOKEHHE BTOPUUYHBIX KOPHEH Kak
y MyTaHTa, TaK U Y HOPMaJbHBIX PAacCTeHUU He
pa3Inyanock, OJHAKO YaCTOTa BTOPUYHBIX KOpHEH
Obljla 3HAYUTENLHO BHIIIE Y MyTaHTa. MHUTOTH-
YecKasi akTUBHOCTh Y MyTaHTa TAK)Ke 3HAYUTEIb-
HO TIpeBHINIaja TAKOBYIO y JHMKOTO THUIA. bbiio
TaK)Ke€ OTMEUYEHO IMOYTH ABYKPATHOE yKOpOUEHHE
KOpHEN M CHU)KEHUE HaJ3€MHOM MaccChl, YTO BbI-
SBJIIIOCH Jaxke 0e3 mHoKyisiuuu. [lonaBienue
pPa3BUTHUS pacTE€HU, CBSI3aHHOE C MHOKYIALNEH,
XapaKTEpHO, XOTS M HEe B TAaKOW CTENCHH, U JUIS
IPYTUX MYTaHTOB IO KIYOEHHKOOOPAa30BaHUIO,
T. €. HapyIIIeHUE PETYISAIIH TPUBOIUT K YCHIICHHIO
Mapa3uTHYECKUX CBOMCTB CHMOMOTHYECKHX CHC-
TeM. CiielyeT npearnoNokuTh, YTO CXOIHBIE TeHbI
MOTYT OBITH BOBJICUYEHBI KaK B CHMOMOTHUYECKHE,
TaKk U HecuMOMoTHuecHue mnponecchl. [padpTuHr
(TpUBUBKH) BBISBHII, YTO KOPHEBBIE MPU3HAKH
TaK)Ke KOHTPOJIMPYIOTCS BEPXHEN YacThI0. 3HAYUT,
reH Har-1 siBIseTcst 2IeMEHTOM KOHTPOJISI KOpHe-
00pa30BaHuUs HA ATUTEIBHOM PACCTOSHUM.

3TO MOXKHO 0OBSICHUTH MO-pazHoMy. [lockomb-
Ky MyTaHTHBINA ()EHOTHII TPOSIBIISIETCS B OTCYTCT-
BUE pH300MM, TO MEepBUYHAS POdb TeHa Har,
BEpOSITHO, JIOJDKHA OBITH CBSI3aHA C KOHTPOJIEM
KOpHEOoOpa3oBaHus, a IePeKT KIIyOeHbKo0Opa3o-
BaHUsI BbI3BAH KOH(IMKTOM ITPOTPaMM, B KOTOpPBIE
BOBJICUCH JTAHHBIA F'e¢H. AJIBTEPHATUBHO MIPOIYKT
ATOTO TeHAa HAIPSMYI KOHTPOJIHPYET KIyOeHb-
KoOOpa3oBaHWe, MPEACTABIASA, TAKHM 00pa3oM,
OJIMH W3 DJIEMEHTOB OOIIETO MyTH PETYISAINH
pa3BUTHUsI KOPHEH M KI1yOCHBKOB, CBS3aHHBIM,
KpOMe€ TOT'0, i ¢ YyBCTBUTEIBHOCTHIO K a30THOMY
CTaTyCy MOYBBI.
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CTPYKTYPATEHOB APK
N IIEPEJAYA CUT'HAJIA

Pemraromuii mpopeiB B M3y4EHUH MOJEKYISP-
HO-TEHETHYECKOTO KOHTPOJSI CUCTEMHOCTH OBLT
JIOCTUTHYT TOTJIA, KOT/Ia K yKe yIoMsiHyThIM F. de
Bruijn u K. Szczyglowski npucoemuauncs J. Stoug-
gaard, KOTOPBIIf K TOMy BpEMEHH CyMeJT HaJlaITh CeK-
BEHUPOBaHNE CUMONOTHYECKUX TEHOB, B YaCTHOCTU
BIIEpBbIe pacmudpoBan CTPYKTypy TeHa nin. B
pe3ysTaTe MO3UIIMOHHOTO KIIOHUPOBAHNS YIAIOCh
WACHTU(QHUIMPOBATH KOHTHT, COJIEPXKAIIUI JIOKYC,
MOCIIeIOBATENbHOCTh HYKJIEOTHI0B KOTOPOTo Oblia
n3MeHeHa y MyTaHoB 1o reny har (Krusell et al.,
2002). B cocraB 3TOro reHa BXOAUT OIMH UHTPOH,
OTKpBITasl pAMKa CUATBIBAHUS BKIIHOUaeT 2 958 Hyk-
neotu10B. COOTBETCTBYIOIINI OETTOK HACUMTHIBACT
986 aMHHOKHUCIIOT. JlaHHBIA OETOK OTHOCHTCS K
TpaHCMEMOpaHHBIM O€JIKaM ¢ 000TaIllCHHBIMH JICH-
rHoM yuactkamu (LRR), pacnonoxxeHHBIME cpazy
32 CUTHAJIbHBIM IENTHIOM U UMEIOIUMH CIIEIyIO-
i MoTHB: XEXXNXLS/TGXPXX XXX X LXXL
(rme f u X ob6o3HagaroT runpooOHBIE U BapbUPY-
IOINEe aMUHOKUCIIOTHI). JlaHHBIIT MOTHUB TIOBTO-
psiercs 6onee 20 pa3. BHyTpukierouHas 4actb
Oernka xapakTepHa JJIsl CEpUH/TPEOHNHOBBIX KHHA3.
Takum 00pa3oM, oH o0NagaeT BCeMU NPU3HAKaMU
penenitopHoro Oenka. Ero Bo3moxHass QyHKIHS,
KaK ¥ MHIYKTOP, ObUIN BBIYHMCIICHBI HA OCHOBAaHUH
HMeEIoLIeicsa 0a3bl JaHHBIX. JTOT reH Ha 53,2 %
cxofieH co cTpykrypoit rena CLAVATA L, Bxiroyas
Y 9K30H-MHTPOHHYIO CTPYKTYpYy (puc. 7). CTpyk-
Typa reHa HARI taxxe Ha 74,8-91,5 % coBnanana
C TeHaMH, BBISIBIICHHBIMU Y cou. [logpoOHO Oblna
M3ydeHa TaKke CTPYKTypa TeHa ropoxa SYM29,
MYTallid 10 KOTOPOMY UMelln (heHOTUI CyTiep-
KITyOCHbKOOOpa30BaHMsl, CXOAHBINA C MyTaHTaMH Y
COM U JIOTyca. MyTaHTBI 110 IaHHOMY T'eHYy HeCIn
pa3nuYHbIe OTKJIOHEHHS B €r0 CTPYKType Kak B
AKCTPAIIEILTIONISIPHOM, TaK U BO BHYTPHKIIETOUHOM,
KHMHAa3HOM, JoMeHax. KocerperallMoHHbIi aHanu3
MOATBEPI TUTIOTE3Y O TOMOJIOTUYHOCTH TE€HOB
PsSYM29 u HARI.

Brisicauiocs, 4ro Bce 4 TeHa y pa3Hbix 0000-
BEIX, harl, sym29, nark v sunn, IBIAIOTCS KWHA-
3aMH, 00OTaIeHHBIMHU JIEHITTHOBBIME TTOBTOPAMHU
B aKcTparnemmoisapaoM gomene (LRR) u mormm
paccMarpHuBaThCsl KaK BEPOSITHBIC KaHIIUIAThl Ha
pOJIb PELENnTOPOB KOPHEBOIO CHUTHaja. AHAIN3
9KCIPECCHH JAaHHBIX T€HOB Y ropoxa M JIOTyca

MOKa3aJl, YTO UX TPAHCKPUIITHI IIUPOKO MPEICTaB-
JICHBI B Pa3IMYHBIX YACTSIX PACTEHUS, & IKCIIPECCHUS
HE 3aBHCHUT OT pU3001H N HATMYUS MUHEPATHHOTO
a30Ta. DTOTO U CIEH0BAIIO OXKUIATh, €CITH MBI TTPE]I-
nosiaraem, uro oenxku PsSYM29 u HAR1 aBnstrores
pelenTopaMu, OAHAKO JTOJKHBI ObLIM CYILIECTBO-
BaTh CUTHAJIBI, CBSI3aHHBIE KaK C @30THBIM CTaTyCOM
MTOYBBI, TaK U C IPUCYTCTBUEM OAKTEPHIA.

HaubGonee BeposTHO# Kazamach cBa3b APK
1 CUCTEMBI PETyJSLMM, CXOAHOU C peryisnuei
renoB tuna CLAVATA, rie UHAYKTOPHI yKe ObLIH
W3BECTHBI.

CLAVATA 1, onncanHbIi paHee y apaOHIOTICH-
ca, QyHKIIMOHHUPYET KaK PElenTop, y3HAIIUN
cur"an B Buje HeOompmoro 6emka CLAVATA3
(CLV3). Panee 0bLIO H3BECTHO, YTO JaHHBIH
CHUTHAJI TeHEPUPYETCs ACTSIIUMHUCS TOOSTOBBIMU
KJIETKaMH 1 Ha KOPOTKOM PacCTOSIHUU HHTHOUPYET
JefieHne cTeOIeBBIX MEPUCTEM, CTUMYIUPYS Iiepe-
xonl K muddepeHIInpPOBKe U TOAICPIKUBAs TAKIM
00pa3oM HeOOXOMUMEIH OaTaHC MEX Y HATHIHEM
(DYHKITMOHHUPYIOMINX MEPHUCTEM U JOPMUPOBAHIEM
HOBBIX OPraHOB pacTeHus. Takoil ke peryaarop-
HBI KOMIUIEKC ObLT OOHAPYXKEH U y JAPYTUX pac-
TEHHH, B YACTHOCTH y pHUCa, IAe ObLIO OTMEUYEHO,
4yTO penentop, cxonueiii ¢ HARI1, cBs3siBaeTcs
oenkamu CLE cemelicTBa. DTO CEMEWCTBO BBI-
3pIBaeT OOJIBIIION MHTEpeC KaK yHMBEpPCaTbHBII
PEryasTOPHBIN MEXaHU3M y pacTeHui (cM. 0630p
Honyesoii u nip. (2012)).

[TosToMy HanboIee BeposSTHON TUIOTE30H OBLTO
TO, YTO JAHHBIH MeXaHU3M (DYHKIIMOHUPYET U B
cuMOmno03€e. DTy THITOTE3y OTHIM M3 IIEPBBIX MTPOBE-
puyiM uccnenoBaresv u3 TOKUHCKOTro yHUBEpCUTETA
(Okamoto et al., 2009) nox pykoBoactBom M. Ka-
waguchi. [lannbie Obutn onyonukoBansl B 2009 T
B xozne paboTsl B TeHOMeE JI0Tyca OBbLIO BBISIBICHO
110 4 TeCATKOB MENTUAOB, 00JIaIaI0IINX CXOICTBOM
¢ CLV3. 13 Bcero uucia BO3MOKHBIX KaHTUIaTOB B
KITyOeHbKaxX 3KCIPECCHs TPeX U3 HUX YCHITUBAJIACh
oyt B 100 pa3. DTu reHbl ObUIN TOMEIIECHBI IO
CWIBHBIN 35S MpoMOTOp M Takoil KOHCTPYKIHEH
ObUTH TPaHCPOPMUPOBAHBI KOPHH JIOTYCA ITOCPEA-
cTBOM Agrobacterium. OToOpaHHBIE ITO HATTMYUIO
MapKepHBIX MPU3HAKOB TPaHC(HOPMHUPOBAHHBIC
pacTeHus ObIIM MPOMHOKYNMHpoBaHbl. HeszaBucu-
Mbiit o1 CLE menTumoB Mapkep TpaHchopMaliuy,
BKJIFOYEHHBIH B COCTAB KOHCTPYKIHMH, TO3BOJISII
Pa3IUYUATh TPAHC(POPMHUPOBAHHBIE U UHTAKTHBIC
KopHU. CpaBHUTENbHBIA aHAINU3 TaKUX KOpHEH
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DeHOTUNBI MyTaHTOB € HapyLleHusimu BPC

[nhdepeHumaums _
TKaHel knybeHbka Ced Npc‘!_ Anm Nmp
Konowmsauus (CBK) Hac | Crh | It Ith ><tr itn | Idd | Bad Nop
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MpeHtuduumpoBaHHble Sym8 Sym9 Sym14 Sym36 Sym33  Sym40
reHbl Sym19 | Sym41
Kononusauys Pen | Arb Rmd-~ Rmd+*

DEeHOTUMbI MyTaHTOB C HapyLeHusmu AM

Puc. 6. DyHKMOHNpOBaHNE CUMOMOTHYECKUX TeHOB ropoxa (Pisum sativum L.).

B mporecce pa3BUTHs CHMOHOTEHE3a PEATH3YIOTCS TPH TEHETHYECKUE TPOrPAMMBI: Pa3MeIeHHE B PACTEHUH OaKTepHaIbHOI
kieTku (1), 00pazoBaHHe B KOPHAX MUKOPU3HBIX CTPYKTYD (2) M 3aKi1ajka 1 00pa3oBaHue BTOPHYHBIX MepucTeM (3). MHorue
obume Sym-reHbl KOHTPOJIUPYIOT BCE TPU MPOLECCa, YIacTBysl B Pa3HBIX MPOrpaMMax, HO B Pa3IMYHON OYEPEIHOCTH, YTO
OTPaXKEHO C MOMOIIBIO TTEPEKPEIIMBAIOIIUXCS CTPENIOK.

| PeuenTopHasi yacTb | | KuHasHbIi foMeH |

Ser/Thr
CI-V1II!IIIIIIIIIIIIIIIIIIIIII | | Jogo
| 56,7 % j i 83,0 % |
! L246F in har1-4 E | E740K in har1-5 |
HARTL TTITITTITITITITITTL] . | 1 9g6
| 76,5 % | | 94,8 % |
NTst [ TTTTTITITTTITITITIT 0]

fl:_Aj 087

Stop codon (606) in En6500

Puc. 7. CtpykTypa penenTopHbIX KMHA3, KOHTPOIUPYIOIINX CUCTEMHbIC IPU3HAKH.

Tpu3Hak cucTeMHOCTH KIIyOCHBKOOOpa30BaHus KOHTpOIUpYyeTcs reHoM Har'y noryca, NTS1 —y cou, KOTOPbIE CXOIHbI MEXKIY
c000i4, a TaK)Ke UMEIOT BBICOKUH IPOIEHT roMoiioruu ¢ renoM CLAVATAL.

TpeyroJabHUKH U CTPENIKK 0003HAYAI0T MyTaHTHBIE JIOKYCBL. PerientopHas 4acTs (3e1eHblil BeT) npeacTasieHa LRR moBropamu.
Kunasnelit nomeH (cepslii 11BeT) ropaso 6osiee KOHCEPBATUBEH 0 CPABHEHMIO € PELICHTOPHOM YacThIO.
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MOKa3aJ, YTo CBepAKCIpeccus NByX u3 Tpex LjCLE
TeHOB JOCTOBEPHO MHIHOMpOBana oOpazoBaHHE
KIIyOCHbKOB Ha PacTeHMSX AUKOro Tuma. MHre-
pecHo, 9TO yrHETeHHE KIyOeHhKOOOpa3oBaHUS
HaAOJIOAIO0Ch JlaXke B HEeTpaHC(HOPMUPOBAHHON
4acTU KOPHEH OTHOTO U TOTO K€ pacTeHust. Beposit-
HO, MTHTHOUpYIommid 23Q(eKT pacpocTpaHsuICs IO
PacTeHHIO CUCTEMHO. J{JIsl TOTO YTOOBI TPOBEPUTH
Bo3MOXHYI0 cBsi3b LjCLE 6enxoB ¢ HAR1, stumu
K€ KOHCTPYKITUSAMH OBLTH TpaHC(HOPMHUPOBAHEI
MYTaHTHI harl. Ha MyTaHTHBIX pacTeHHSIX C MPH-
3HAKaMH CyTepKIyOeHbKOOOPa30BaHUsI yTHETCHHS
OTMEUYEHO HE OBLIO, YTO TOBOPHUT O TOM, UTO harl
snucTtatupyet Han AeiictBueM LjCLE M nokasbl-
BACT UX CBSI3b.

Cunres LjCLE 6enxoB HacTynaun B Te4eHue 3 4
MOCJ€e WHOKYJIAIMH OJHOBPEMEHHO C PaHHUMH
HOJYJIMHAMH, YTO TaK)Ke MOATBEPANIIO MX CBA3b
¢ kiyoenbkooOpazoBanueM. Ltammbl pu300wHii,
He BeIpabatsiBatomue nod-dakropa BeiencTBHE
MYTalnu 10 nodA, ObLUTH HE CTTIOCOOHBI 3aITyCTHTh
TTOBBINIEHHYTO dKcTIpecchto CLE TEHOB B KITyOCHb-
Kax, 4TO MM0Ka3aj0 BaXKHYIO pOJIb OaKTepHaIbHBIX
CUTHAJIOB B Pa3BUTUU CUCTEMHBIX peakuuid. Ha-
aryre OOJBIIOr0 KOJIMYeCTBa MyTalui 10 TeHaM
KITyOCHbKOOOPa30BaHMsI MO3BOJIHIIO BBIYUCINUTH
npuMepHoe Bpemst padoTsl reHoB APK. Okazainocs,
uyTt0 Yy MyTaHTOB CASTOR v LjCCaMK mnoBbIIIIeH-
HoM akcripeccun LjCLE reHOB He HabiIromaeTcs.
OnHako OHA perucTpupoBajach y MyTaHTa IO
reny LjNSP2, uyTo yka3bIBaJlo Ha ACHCTBUE TeHA
YK€ TIOCJIe pas3/iesIeHUs] TCHETUYECKUX MPOrpaMm
Ha KIYyOCHbKOBYIO M MHUKOPH3HYIO, UTO TaKXe
HOJYEPKUBAET BAXXKHOCTh IEMEHTOB IIyTH Pac-
MpocTpaHeHUs OaKTepHaIbHOTO CUTHAJNA JUIS
CHUCTEMHOM peryJsilyH.

LjCLE nentuapl OKa3aauch yYaCTHUKaMH pe-
TyIsIIUd KyOeHbKOOOpa30BaHUs Yepe3 a30THBIN
cTaryc mo4YBbl. MyTaHTBI IO CyTIepKIyOSHBKO00-
Pa30BaHUIO, KaK YK€ II0{4EPKUBAJIOCH, YCTOWIHBEI
T10 OTHOIIICHHUIO K HAIMYHIO TIOBBIIIEHHBIX KOHIICHT-
paruii a30THBIX COETMHEHUH B MTOUBE. DKCIIPECCHUS
OJTHOTO U3 TPEX FeHOB, CIICM(PUIESCKHUX TSI KITy-
0enbkoB (LjCLE-RS2), oka3anach 3aBUCUMOW OT
HHUTpara KaJus B II0YBE, IPHYEM OHA YCUIMBAIACh
C YBEJIMUEHUEM KOHLICHTPALIMI MUHEPAJIBHOTO a30-
Ta [Py OJJHOBPEMEHHOM TO/IaBIEHUH 00pa30BaHuUs
KIIyOeHBKOB. DP(PEKT 3aBUCUMOCTU SKCIPECCHH
LjCLE-RS2 coxpaHsuics U Ha PaCTEHUSX, MyTaHT-
HbIX 110 reHaM CASTOR, LjCCaMK v HEKOTOPBIM

JOPYTHM, YTO HOAYEPKUBACT HE3aBUCHMOCTD Iy TeH
HUTPATHOTO HHIMOMPOBAHUS OT CUTHAJIBHOTO Ty TH
nod-¢daxropa.

PaccmarpuBast B 11e10M poJib JaHHBIX TEHOB,
CJIeZlyeT OTMETHUTb, YTO OHU CXOJHBI C TAKOBBIMH Y
JPYTUX PacTEHU, KOTOpBIE PETYIUPYIOT IPOLIECC
JIEJIEHUS KJIIETOK, HO UMEIOTCS M CEPbE3HbIE OTIIH-
yust «kinyoenpkoBbix» CLE mentumos. Ilpexze
BCETO, CIIEIyeT yKa3aTh Ha TO, YTO OHU HOSIBIISUTICH
B OTBET Ha BHEITHUE BO3JEHCTBHSA, YTO U JJOIKHO
OBLIO OBITh, €CJIM pacCMaTPUBATh MX KaK CUT'HAJIBI
M3MEHEHMH B OKpykaromei cpeae. OfHaKo 10 cux
MOp HE yAaeTcs NPSMO MOKa3aTh TPAHCIIOPT TaKUX
0eIKOB 13 KOpHEH K BEepXHEH YacTH pacTeHUs. ITO
MOKET OBITB CBSI3aHO C TEM, YTO OHH IIPETEPIIEBAIOT
MTOCTTPAHCISAIMOHHBIE U3MEHEHHSI M, BEPOSTHO,
MOTYT OBITH pEeAyUUPOBaHBI 10 12-4IE€HHBIX
MENTHO0B, BKIIOYAIONINX TUAPOKCUIIPOINHOBEIC
ocrarku. Takue octatku (RLSPGGPDPQHN)
SIBIISIIOTCSI BBICOKOKOHCEPBAaTUBHBIMH, a ITOTOMY,
BEPOSITHO, BeCbMa (DYHKLMOHAJIBHO 3HAUYMMBIMH.
OpHako Takwe MPHUPOTHBIE WIIM CHHTETUYECKHE
YKOPOYCHHBIE MENTUABI OBUTH HE CIIOCOOHBI IM0-
BJIMATH Ha KiTyOeHbKoOOpa3oBanue. CuMOnOTHYE-
CKHE MENTH Il UMEIOT HEKOTOPBIE CIeupUIecKre
YUYaCTKH, COCTOSIIIME U3 4 WM 5 aMUHOKHUCIIOT Ha
N'-u C'-KOHIIaX COOTBETCTBEHHO. TakuM 00pa3om,
yacTb cBoiicTB CLE nenTumoB yKkiaasIBaeTcs B UX
CUTHAJIBHYIO crieluuiIecKyto posib B CUMOHO3e,
OJIHAaKO TpsMbIE J10Ka3aTeIbCTBA OTCYTCTBYIOT.
OnHuM 13 00bSCHEHUH, KaCAIOIMXCS TOTEPH YyB-
CTBUTEIBHOCTH K HUTpaTaM, MOJKET ObITh TUTIOTE3a
0 TOM, 4YTO MYTAalLlUH 110 CUTHAJILHBIM MOJIEKYJIaM
HapyIIaIoT X CBA3b C PELIENTOPOM, YTO M CHUMAET
uHrnoupyromuii a¢ppexr (Okamoto et al., 2009) .

HanHas pabora SIIOHCKUX aBTOPOB 3HAUYH-
TEJILHO pacIIpuiIa Halle MOHUMaHHUE Pa3BUTHSA
APK, ognako ocTaBajoCh HESICHBIM, KaK CBs3a-
HbI KiyoeHbpkoBbie (akTopbl Tuna CLAVATA c
(OYHKIIMOHUPOBAHUEM PETYISIPHBIX MEPHUCTEM
OpraHmsma.

Panee 65110 n3BecTHO, uTo CLV3, CLV1/CLV2
CUTHAJIBHBIH My Tb CITY>KUT Ul HETaTUBHOTO KOH-
TPOJIsl aKTUBHOCTH TeHa WUS, u TakuM 00pazom
MOAJIEPKUBACTCS Pa3Mep KIETOUHON HOMYJISILUN B
BEpXYLIEYHOM MepucTeMe pacTeHus. B kopHeBoi
crcTeMe B MOKOSIIEMCs IIEHTpe (PyHKIIMOHUPYET
CBsi3aHHbIN ¢ reHOM WUS romeoboke 5 (WOX5).
[Ton ero KOHTpOJIEM KIIETKH, HaXOAAIINECS B IIOKO-
SIEMCsI LIEHTPE, [0 Mepe HeOOXOIMMOCTH BBIXOIST
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13 JAHHOTO COCTOSIHUSI B MUTOTHYECKHUIA ITUKII, YTO
MO3BOJIAET TOIIEPKUBATH OATaHC MEKTY JACIISIIHU-
MUCS ¥ P PepeHITUPYIOIIUMUCS TOMTYIISIHSIMI.
I'ensr WUS n WOX siBastotrcst pyHKITMOHATBEHO
WIEHTUYHBIMU, U UX peryssinns onocpenosada CLE
nentugamMu. OTCroAa clIeoBajio, YTO MEXaHU3M
APK Ttaxxe MOkeT 00ecreunBaThCsl 0 CXOIHOMY
nyTi. Ham ynanochk mpoaHaau3upoBarh, KaKUM
obpazom APK u cunte3 CLE mentunoB ckasbiBa-
IOTCSl HA AKTUBHOCTH T'€HOB, KOHTPOJHUPYIOIIHX
pa3Butue mepuctem (Osipova et al., 2012). B pa-
00Te OBbUTH UCTIONB30BAHBI HEAUICIbHBIC MYTaHTBI
ropoxa Io KiyoeHbkooOpasoBaHuto, Pssym28,
Pssym29,n Psnod3, v mpoBeZieHO UX CpaBHEHUE C
JTAHHBIMU, ITOTyYEHHBIMHU TIPU U3YYCHUH MOJIEITh-
Horo o0bekTa Medicago truncatula (puc. 8).
Panee Ob110 00HApY)eHO, uTo WOXS siBnsiercs
OJTHUM M3 T'€HOB, aKTHBHOCTh KOTOPOTO MHAYILH-
pyeTcs B mporecce KiyOeHbKooOpa3oBaHHs, €ro
CTPYKTYpa a TakKe Mpo(hniIh aKTHBHOCTH CXOJIHBI
pH KITyOeHbKOOOPa30BaHNH y PA3TUYHBIX 00BEK-
ToB (puc. 9). AKTUBHOCTB 3Kcrpeccun WOX5
3aBHCela OT K30TeHHOTo ayKcuHa. Jlokamu3anus
AKTUBHOCTH JIaHHOTO I'€Ha B MPE/eiIax KOPHEBOU
30HBI IT0Ka3aJia, YTO OHA COCPEOTOUCHA B TIpeie-
JIaX TIOKOAIIETOCS [IEHTPA, a TaKXkKe IPUypoUeHa K
MecTaM pa3BUTHS OOKOBEIX KopHeH (puc. 10). Ha
3—4-i1 neHp mocie HHOKYISIMN B KOPHAX JIIOIIEPHBI
aktuBHOCTh WOXS ObLTa BUANMA B paliOHEe JeIs-

[opox noceBHoW
Pisum sativum L.

copt Frisson — gukuin Tun
P88 (sym 29) cynep k/6
P64 (sym 28) rvnep k/6

copT Rondo — gukun tun
P79 (nod 3) cynep k/6

copT SGE — gukuii Tvn
SGENod™-8 (sym 38)
SGEFix™-2 (sym 33)
SGENod™-3 (sym 35)

LIMXCS KIETOK EPHLIMKIIA, SHA0CPMbI U KOPTEKca
HalpOTHB KCHIIEMHOW IOPBI, YTO COOTBETCTBYET
00pa30BaHUIO KITYOCHBKOBBIX IIPUMOP/IUEB. 3aTeM
AKTUBHOCTbH CMeIIanach Ha eprueprro KiryOeHb-
KoB. B oOmiem, 3Tu jaHHBIE CBHIETEIHCTBOBAIH
0 Bo3MOXKHOH cBsizu WOXS5 ¢ mporueccoMm Kiry-
OenpkoobOpazoBanus. [Ipopuns ero skcnpeccun
TaK)K€ COOTBETCTBOBAJ MPOIIECCY Pa3BUTHUS KITY-
O0capkoB (puc. 11), a y pacTeHHH, HECITOCOOHBIX
00pa30BHIBaTh KIYOCHBKH, akTUBHOCTH WOX5 He
HaOmonaercs. Y M. truncatula (mytauus sunn-4)
U y ropoxa, MyTaHTHOTo mo reHam Sym29 u
Sym28, npouin 3KCIIpeccuu YETKO MOKa3alu ee
YBEIIMYCHHUE Y MyTAHTOB, YTO CBHJIETEIIECTBOBAIIO
o cBs3u APK moberoBoro komruiekca u (QyHKITH-
OHHUPOBaHUsS KOpHEBOTO reHa WOX). Paznuuns B
IKCIIPECCHH HOCHIIM TaKKe TKaHeCTelM()UIHbIH
xapakrtep, skcnpeccus reHoB y APK myranTos
Obl1a BEIpayKeHa 110 BCel MepUCTeMaTHYeCKO! TKa-
HU, TOTJIa KaK Yy JIUKOTO THITa OHA HOCHJIA TOPa3Io
0oJjiee OrpaHUYEHHBIA XapaKTep.

Ecmu myTanmuu o APK cBsizanb! ¢ gedexkramu
nokunra (cteikoBku) CLV u CLE mentunos, To
W3MEHEHUE KOHLEHTPALMH MOCIEIHUX JO0JKHO
BIIASITH HA PA3BUTHE KIYOSCHBKOB (ITOAABISTH)
Y HE OKa3bIBaTh JEHCTBUS Ha CyNEepKIyOESHBKO-
obpazoBanme. 1 MPOBEPKU 3TOTO 4-THEBHEIS
MPOPOCTKU OBIIH TpaHC(HOPMUPOBAHBI IITAM-
Mamu Agrobacterium rhizogenes, HECyIUMU B

JliouepHa gunnongHas
Medicago truncatula Gaertn.

akoTun A17 — Ankun Tun
sunn-3 cynep k/6

Puc. 8. O0beKTh U3yueHHs CHCTEMHOCTH KIIyOSHBKOOOPa30BaHUsL.

MyTaHTbI ropoxa sym28, 29, nod3 ©MeroT HapyLICHUs B CHCTEMHOM KOHTPOJIE, OJHAKO PA3IMYatOTCs 110 CTEIICHU HPOSIBICHUS
Mpu3HaKa (Cymnep- ¥ FHIepKiIy0eHbKoOOpa30BaHNe) U MECTY MPOSBICHHUS MyTallMK (KOPHH WU TOOETH).
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Cuctema CLAVATA
CLV-LK CLV1NAM

CLE-?
Nod-dakTopb! /O o\civs
Mepenava
curHana
1 MCTaHLWOHHaS
ABTOperynauus perynauvs
AkTuBauUus €L AL
Kny6eHbkoo6pazosaHms WUS
SKcnpeccun MNopasnexve q
nponudgepauum KneTok ofasneHue
reos npU KyGeHbKo- nponudepaum
06pa3oBaHm knetok B MAM
1 ? CLE-?
Mepuctema

Puc. 9. Peryssnus nponudepanny KIETOK IPH Pa3BUTHH CHMOMOTHYECKOTO KITyOeHbKa.

B nportecce axenpeccun WOXS5 unnympyeTcst KopHeBoii curtan (1), KOTopblii, mepeMeIasch B OOSTOBYIO YacTh, CBSI3bIBACTCS
¢ perentopom tina CLAVATAL. B oTBeT nponcxoanT BeIpaboTKa CHIHANA, MOABILIOIETo KiryoeHpkoo0pa3oBanue (2).

Puc. 10. Jlokanu3zauus sxkcnpeccuu rena WOXS5 (pMtWOX5::GUS) Ha pa3nuuHbIX 3Tanax pa3BUTHs KI1yOeHbKa.

Dkcnpeccus WOXS (cuHsis OKpacka) Ipu KITyOeHbKOOOPa30BaHUY COBMAIACT C 3aKJIAIKOH MUTOTHYCCKUX TKAHEH U CIIEyeT
3a pa3BUTHEM MEPUCTEM aHAIOTHYHO C POIeCCaMH, MPOUCXOASAIINMHU TIPU 00Pa30BaHUU BTOPHUHBIX KOPHEH.

KaueCcTBE KOHTPOJIS CICAYIONIHEe KOHCTPYKIIMU:  JUKOIO TUIIA, a Y MyTaHTOB TAaKOIro ACHCTBUS HE
358:MtCLE13 wnu 35S:GUS. Yeenuuenue ynciia  Habmonanocs (puc. 12, 13).

u skcnpeccun reHoB MtCLEI3 BbI3BaIO pe3koe Takum o0Opa3oMm, HaM yIajIoCh MMOKa3aTh, YTO
HojlaBlIcHHE KITyOeHbKOOOpa3oBaHus y pacteHuii  dkcnpeccuss WOX5 B kiyOeHbKaX MOJABISAETCA
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CLV xommuiekcoM, KoTopslid koHTponupyeT APK.
IToaTOMy KOHCEpBaTHBHAsI PEryIATOPHAsI CHCTEMA
WUS/WOX-CLV 3aieicTBOBaHa B KOHTPOJIE HE
TOJIbKO PETYJSIPHBIX, HO M KIyOECHBKOBBIX, BTO-
puuHbIx MepucteM. Ha mpumepe APK MbI BUNM,
9TO 1151 00pa30BaHMS YKOJIOTHUYECKH OONIUTaTHBIX
MPHU3HAKOB, B YACTHOCTH HPU CUMOHMOTHYECKON

a §)

15 AHu nocne uHokynauuu/
npopacTaHus

5 7 9 1

} - KonTponu 6e3
WHOKynAaunun

PsWOX5

Ubiquitin == = b bl o
e — o —

1,6
1,4
1,2
1,0
0,8
0,6
0,4
0,2

OTHocuT. eq.
T T T T T T T

a30T(UKCAIUU, UCTIOIB3YIOTCS YKE CYIIEeCTBY-
IOIAe TYTH, PETYIHPYIONIUE JeeHHE KIEeTOK.
[Tyrem mombopa cnenmduyaeckux s cuMOMo3a
KOMITOHCHTOB CUT'HAJIBHOI'O ITyTH BBIpa6aTBIBaeTC$I
MCXaHU3M pa3BUTHA JOIOJIHUTCIbHBIX QJYHKHI/II\/'I B
3aBUCHMOCTH OT TPeOOBaHUI OKpYXkarollen cpe-
Ibl. BaxkHO OTMETUTBH, 4TO TIPOPUITb IKCIIPECCUHI

PsWOx5 W

wt sym38 sym35

sym35, sym38 — Nod™ myTaHTbI
(He dhopmupyeTcs

MepucTema knybeHbka)

Ubiquitin &

[¢)]

[Hu nocne MHoKynAuum

1 1
10 15 20

25

Puc. 11. Ananus sxenpeccun reHa WOXS5 nipu pa3BUTHH KITyOCHBKA.

a — skcnpeccust PsWOX5 y ropoxa qukoro tumna (Frisson); 6 — sxcnpeccust PsWOX5 y myTtantos sym35, sym38 Ha 7 g.n.un.;
B — KOJTMUECTBEHHBIN aHanmu3 skcnpeccut PsWOX5 y ropoxa auxoro tuna (Frisson) merogom OT-IILP B peanbHOM BpeMeHH.
Okcnpecenst reHa WOXS He HaGmogaeTcst B OTCYTCTBHE MHOKYIISIIIMH, TaK e, Kak U 'y MyrantoB Nod". [Ipo¢uibs ero axkTus-

HOCTHU COBITIAAaCT C UHTCHCUBHOCTBIO KJIy6€HBKOO6pa30BaHH$I.

7071

N w S (6] (2]
o o o o o

KonuuecTBo kny6eHbKOB Ha pacTeHne

-
o

GUS-OE CLE-OE GUS-OE CLE-OE
Rondo

Frisson

CLE-OE - cBepxakcnpeccusi reHa MtCLE13

o CpegHee
I Cpennee + 0,95 fos. nHTepBan

GUS-OE

MNopnaenexve
kny6eHbkoobpa3oBaHus

GUS-OE - cBepxakcnpeccusi reHa 6eta-rnokypoHnaassl (GUS) (koHTponb)

Puc. 12. Bimusaue cBepxakcupeccun reHa MtCLE13 Ha KOTUYECTBO 00Opa3yIONINXCs KIIyOEHBKOB y TOpoxa

JHUKOI'O THIIA.

CBepXxdKCIpeccHs CHUTHAIBHBIX TENTHI0B MOABIsAET KIyOeHbKOOOpa30BaHUE B Clydae HAJINYMS aKTHBHOTO PElenTopa

(tuma CLAT).
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WOX5

!

Passutne

K kny6eHbka

/

KopHu TpaHCreHHbIX pacTeHuni
co ceepxakcnpeccuen MtCLE13 (CLE-OE)

|

HeTt nopasnexus
kny6eHbkoobpazoBaHUsi

Puc. 13. Biusiaue cBepxakcnpeccuu rena MtCLE]3 Ha KOJTMYECTBO 00pa3yromuxcsl KITyOeHbKOB Y Topoxa, My-

TAHTHOTO I10 TeHY PeIernTopa.

CBepxaKcIpeccHs He BIUAET Ha CYNepKIyOeHbKOOOpa3oBaHue, BUANMO, Beaencteue Hapymienus cssu CLA1-CLE.

WOX5 B xone cuMOHroreHe3a cxofieH ¢ poduiem
OKCIPECCUU TEHOB, BOBJICUYCHHBIX B IUTOKUHHHO-
BBl CUTHAJIJTMHT. DTO 3aCTaBIISET PEIION0KHUTD,
YTO JaHHBIN T'€H MOXET OBITh BOBJICUCH B JIOKAJIb-
HYIO PEryJsiuio KiiyOeHbKOOOpa30BaHUs MTyTeM
BIUSHHS Ha IMUTOKUHWHOBBIN CHTHAIIJIMHT, KaK
3TO UMEET MECTO TPU 0OPa30BaHUU PETYISIPHBIX
MepHUCTeM, Hanpumep, y apaduporncuca. Eciu Obt
TaKO€ CXOJICTBO CYILECTBOBAJIO, TO YBEIHUCHHE
aktuBHOCTH WOX5 momxkHO OBUIO ObI IPUBOIUTH
K YBEJIWYEHHIO KIIyOeHbKOOOpa30BaHUS, YETro
He OBIJI0O OTMEUEHO, CIIeAOBaTEIbHO poib WOXS5
MOKET U He OBbITh CBS3aHHOW C IIMTOKMHUHOBBIM
CUTHAJLJTHHTOM.

Kak yxe Ob10 ot™MeueHo, WOX5 MOXeT KOHT-
POIMPOBATh KJIETKH MOKOSILErocs LIEHTpa, TeM
CaMBIM PETYIUPYsI KX BBIXOJ B fienieHue. MzyueHne
CHCTEMBI PETYISAINN KIyOeHbKOOOpa30BaHHUS,
OCHOBAaHHOM Ha reHax tuna WOX5, no3BoJseT
NPUOTH3UTHCS K IOHUMAHHIO MEXaHU3MOB 00pa-
30BaHUSI KyOECHBKOBBIX CTPYKTYP M3 KOPHEBBIX.
Hanpumep, Hanbonee npocThIM IPENION0KEHUEM
OBLTO OBI TO, UTO B XOJI€ PAa3BUTHS KITyOSHBKOB ITPO-
WCXOWT CIIUSIHNE IBYX KOPHEBBIX MEPUCTEM, UTO
U JTaeT Hadajo KIyOeHBKY. ITO MPEIIIOI0KEHUE
0bU10 BhIcKa3aHo M. Parniske. Hamu m3ydarorcs
MYTaIlH, KOTOPbIE CBS3BIBAIOT MEXKILy OO0 ABa
3THX mpouecca. MyTaHTbl ropoxa o reny Coch
(Cochleata) xapakTepu3ylOTCsl YHUKAIBLHBIM (pe-
HOTUTIOM — (DOPMHPOBAHMEM KOPHS Ha KOHYHKE
pasBuBatomierocst Kkixyoenoka (puc. 14). /lanabrit
reH ObLI KIIOHHPOBaH HAMH B COTPYIHUYECTBE C

3apyOeKHBIMHU KoJuleraMu u3 IHCTUTYTa n3y4eHus
pacrenuii (ISV-CNRS, Gif-sur-Yvette, France) c
UCTIONB30BAaHUEM MyTaHTa noot Medicago trun-
catula o romonornyHOMy TeHy. M3yuenue rena
Cochleata nokazaio, 4TO OH KOAUPYET OCIKOBBIH
perynsiTop «uACHTU(PUKALUN) BTOPHYHOU KITy-
OCHBKOBOH MEPUCTEMBI, U €r0 «BBIKIIOUCHHE»
BCJIEACTBUE MyTallUU BEAET K MIEPEONPEeTICHHUIO
CTaTyca MEPUCTEMAaTU4YEeCKON TKaHU C «KJIyOeHb-
KOBOTO» THIMa Ha «KOpHEBOi». Takum oOpazom,
poinb Cochleata cBOIUTCS K IOAJCP)KaHUIO MEPH-
CTeMbI KITyOSHbKa B KA4Y€CTBEHHO HHOM COCTOSTHUN
[0 CPaBHEHHIO C TAKOBBIM Ha KOHYHKE KOpHS, a
OTCYTCTBHE €I0 3KCIPECCHH IPUBOIUT K «BO3BPA-
LICHUIO» MEPUCTEMBI K «0a30BOMY», KOPHEBOMY
cocTosiHuio. MHTEepecHo, UTo y MyTaHTOB M. trun-
catula IO TOMOJIOTUYHOMY TE€HY 100t B 30HE Me-
pUCTEeMbI KIyOeHbKa HaOMIONAIOTCS HapyLICHHS
MIPOIIECCOB OOPATHOM CBSI3U: B OTIIMYHME OT HOPMBI
(mukoro Tuma), B KIyOeHbKaX 100! TIOBBIIICHA
aKcripeccus reHa WOXS5 u mogaBieHa SKCIIPECCust
kiyoeHek-cnenuguunoro rena CLE. Cnenosarelib-
HO, B OCHOBE MOJIJIepyKaHKs CTaTyca KITyOeHbKOBOM
MEPHUCTEMBI JICXKUT Ta Ke KOHCEPBaTUBHAS PETYJIsi-
topuas cucrema WUS/WOX-CLV, ipu 5ToM 0TH-
4re OT KOPHEBOH MEpPHCTEMBI 00eCTIedrBaeT OeITKo-
BoIii perynsitop COCHLEATA, xonTponupyromuii
paboTy JaHHOM CHCTEMBI B KIIyOSHbKaxX MPH yda-
ctuu kyoenek-cnennpuansix CLE mentunos.
[IposiBnenue myrantHoro ¢penoruna Cochleata
HE OrpaHUuCHO KOPHEBOW CHCTEMOM 1 3aTparuBacT
TaKOKE HA/I3EMHYIO YacTh PACTEHUSI — IPUINCTHUKH
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WT11304

Puc. 14. BapuanTs! nposiBiieHust MyTaHTHOro (heHoTHIIA cochleata.

MyTaIII/IH OIpeaecsIeT HECIIOCOOHOCTh pasrpaHuvCHust Kﬂy6eHLKOBOfI u KOpHeBOﬁ MEPUCTEM. OHa TaKxe HJ'[efIOTpOHHO BJIUACT
Ha paa ApYyrux Npu3HaKoOB paCTCHUS, CBA3aHHBIX C Q)YHKHHOHHpOBaHI/IeM MEpPUCTEM.

U 1uBeTKu. Takoe MmiaenoTponHoe JelCTBUE MyTa-
o1 B CI/IM6I/IOTI/I‘IGCKOM T'CHC IMO3BOJISICT CHUTATh,
uto reH Cochleata ObUT peKPYTUPOBAH B CHCTEMY
KOHTPOJISI BTOPUYHOW MEPUCTEMbI KITyOCHbKA U3
Oojiee paHHEH CHCTEMBI KOHTPOJSI TIOOETOBBIX H
kopHeBBIX MeprcTeM Tiuia CLAVATA.

I'eHeTnyeckuil aHaM3 MoKa3al, 4To y apaOu-
JIOTICUCA B PEUENIU CUTHANA, PEryIupyOIero
(GyHKIIUOHUPOBAHUE MEPHCTEMbI, IPUHUMAET
yuactue tpetuii 6enok — CLAVATA2 (CLV2).
[TepBoHAYANBHO TAKXKe MPEANONIAralioch, YTO B
xoJie kiyoenbkooOpaszoBanust CLV2 u CLV1 06-
pas3yroT reTepoauMepHbIi KomIuieke. Obpa3zoBanue
reTepOIMMEPOB, KAKETCs, BOOOIIIE XapaKTEPHO JIJIst
CUTHAJILHBIX ITyTEH, HAIIPUMED, ITO CHPABEIIUBO
JUTSL perienTopHoro komiekca nod-gaxropa. Ilo-
3TOMY TpeOOBaIOCh MPOBEPUTD, SIBISICTCS JIU T'eH
CLV2 cnenududaeckuM (HaKTOPOM PETYIISIPHBIX
MCEPHUCTEM HJIM OH TAKXXC BOBJICUCH U B CI/IM6I/IO-
THYECKOE B3aUMOJICHCTBHE.

Pons CLV2 B mporiecce KIyOeHBKO00pa3oBa-
HUs ObLTa MCCleoBaHa TPYINON aBTOPOB U3 7
Pa3IMYHBIX JTA0OPATOPHUIT MUPA, UCTIOIH30BABIIINX
MeTozosoruio uccaenosanuii J. Stougaard (Krusell
etal.,2011).

st unentudukamym CLV2 reHa y motyca Boc-
0JIb30BAJIMCh TCHOMHO OMOIoTEeKO! TpaHchop-
MAaIMOHHO KOMIIETEHTHBIX HCKYCCTBEHHBIX OaKTe-
puanbHBIX XpoMocoM (transformation competent
bacterial artificial chromosome -TAC), B koTopoit
0BT OOHapy’KeH T'eH, Ha3BaHHEIH (LjClv.2). [Tomo0-
HEII TeH ObUT 0OHapyxeH u y ropoxa ((PsClhv2).
O0a reHa ObUTH CXOIHBI MEXIy cOOOM Ha 85 %
U COACPIKaIH OTKPBHITYIO PaMKy CUHTBHIBAHHUS CO
CTPYKTYPOH OeJka, COCTOSILEr0 COOTBETCTBEHHO
u3 719 u 724 aMUHOKUCIIOT, C XapaKTepHOU J1s pe-
uentopoB LRR cTpyKTypoii SKCTpaLeLIIOIsSpHOTIO
noMeHa. OHM Takke ObUIH CXOIHBI C PA3IMYHBIMHU
OesnikaMu apabuaorncuca, KyKypy3bl U IpyTHX
pacTeHui, NPUHUMAIOIIUX Y4acTUEe B KOHTPOJE
Pa3BHUTHS OPTAHOB M TKAHEH, a TAKIKE B KOHTPOJIE
YCTOWYMBOCTH K (puTONaroreHam. DKCTPALEIITIO-
nsipHas gactb reHoB LjCLV2, PsCLV2 u MtCLV2
6pu1a cxonHa Ha 79 —74 %, oHAKO CXOJCTBO C Op-
TOJIOTMYHBIM T€HOM apaduIoncuca Ob1I0 Topasio
MeHbIIUM: 37-33 %. DTo moka3bIBaeT, YTO IJIS
CO3JJaHUSI HOBBIX aJanTali UCIIONb3YIOTCS YKe
HUMEIOIIUECS] TEHETHYECKUE CTPYKTYPbI, KOTOPBIE,
MOTUPUITHPYICH, CTAHOBATCS BCce Oojee CIeI-
(buaeckuMuU TSI HOBBIX 00pa3oBaHUi, OJHAKO
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COXPaHSIOT HEKOTOPhIE HCXOAHBIE PYHKIMU. DTO
B [IOJTHOM Mepe MPOSIBISIETCS PU U3YUEHUH (PEHO-
Thmna Mytanuu sym28 y ropoxa. JlaHHBIA MyTaHT
MIPOSIBIIAET THIIEPHOLYIUPYIONTHI PeHOTHIT ¢ 2—3-
KpaTHBIM TIOBBILICHUEM KOJMYECTBa KIIyOCHBKOB,
KOTOPBIM TOAYMHSETCSI CTEOICBOMY KOHTPOIIIO.
Oxkazanock, 4TO psAJ MYTAHTOB C yBEIUYECHHBIM
KOJIMYECTBOM KIIyOCHBKOB OTHOCSATCSI HMEHHO K
mmeHeHwmsM reHa Clv2. Ilpu atom a3pdexT BhIpa-
JKeH ciabee 1 1enecoodpasHo ObUT0 ObI UMEHOBATH
JAHHOE SIBJICHUE THIIEPHOIYIISIIUCH B OTIMYUE OT
CYNEPHOAYISIIIHU.

CooterctBue myrauuu sym28 reny PsCLV2
yOequTesIbHO 0Ka3aHO: ObUTH MOYYeHbl My TaLluH
B JAHHOM I'€HE, KOTOPbIE B OIHOM ClIy4ae IIPUBEIN
K MOSIBJICHUIO COOTBETCTBYIOIIEro eHorurna. bo-
Jiee TOTO, B pe3yibrare co3mpanus Bekropa LjClv2
RNAi ynanoch 00ecIeunTh CaliJICHCHHT JJaHHOTO
TeHa, YTO MPHUBEJIO K PA3BUTHIO THIICPHOAYIISILIAH C
JBYKPATHBIM ITOBBIIICHUEM KOJIMYECTBA KIyOCHb-
KOB, a TaKKE€ YMEHBIICHUIO TPAHCKPHUIILIMOHHON
axktuBHOCTH 10 20-30 % ot quroro tuma. Hukaknx
M3MEHEHUH B pa3BUTHUU BEPXHEH 4aCTU PACTEHUS y
TaKuX (OpPM BBISBICHO HE ObLI0. JTO YAUBUTEIHHO,
MOCKOJIBKY B OTJINYHE OT paHee OIMMCaHHOTO My TaH-
Ta cynepkiyoeHbkoo0pa3oBanus sym29, y sym28
XOPOLLIO BUIHBI U3MEHEHHS B ra0UTyCe PacTEeHUS
(puc. 15): Bpems 3akmaaxu 1 (opMUpOBaHUS Opra-
HOB, a TAK)KE PACCTOSHUSI MEXKITy MEX0Y3IHSIMU
W 3aKJIQJKOH JINCTOB, B pe3yabrare 4ero hopmu-

pyeTcs «OyKeT» 13 [IBETKOB M JINCThEB. boTaHuku
HaMIyT 30ech OOJBIIOE KOJIMYECTBO OTKIOHEHHUH
OT HOPMaJIbHOTO pa3BUTHs ropoxa. BepositHo, nan-
Hbli BapuanT PsCLV2 unu yTpauynBaeT 0ObIYHbIC
(YHKIIUH KOHTPOJISI PETYISPHBIX MEPUCTEM, WIIH
Ha000pOT MpUOOpeTaeT BCe OONbINYO crieruduy-
HOCTb I10 OTHOILICHHIO K ITPOLIECCY KITyOeHbKO0Opa-
3oBanus. KomOunanms c/v2-1 v harl-7 MmyTanmii B
OZIHOM I'€HOTHIIE HE IPUBEJIA K U3MEHEHHIO YHCIIa
KITyOCHBKOB, 9TO MOUEPKUBAET, YTO «KITyOESHBKO-
BBII» TeH CLV2 pabotaet panbie, yem CLVI, T. .
siByisieTcst Oosiee o0muM peryistopom. O6 3Tom
K€ TOBOPAT M JaHHBIC [0 €ro AKCIPECCUH — OHA
He3aBHCHMa OT MHAYKIMK cuMOuoreHesa. Bee atn
JaHHbIE ITOAYEPKHUBAIM HE3aBUCHUMOCTH PaOOTHI
KITyOEHBKOBBIX «KiaBaT». Ha 31O e yka3wiBaia
JIOKQJIM3AIIMS THX OSITKOB B PACTUTEIILHOM KIIETKE.
370 OBUIO ClIENIAHO C UCTIONB30BaHUEM OMMOJICKY -
JsipHOH (prroopectenTHOM komieMenTanuu. CyTb
METOZIa COCTOMT B TOM, YTO MOJEIbHBIN OOBEKT,
tabak N. benthamiana), ObuT TpaHcHOPMHUPOBAH
KOHCTPYKIIMSIMH, B KOTOPBIX MOJTHOpPa3MepHbIC
k/IHKoBbie xonuu LjHarl n LjClv2 Oblnu cauThI
¢ nYFP unu cYFP, KOTOpbI€ II0-Pa3HOMY CBETSATCS
1 TIO3BOJISIIOT OTCIIEANTD JOKATH3ALUIO H3ydaeMbIX
0enKoB B KieTKe. IHUIBTpaLus TMCThEeB pa3iny-
HBIMHU KOMOMHALIMAMU B3aUMOJECHCTBHS OCIIKOB HE
BBISIBMJIA. DTO CIIEJIOBAJIO U3 TOTO, YTO aHAIN3UpYe-
MbI€ OCJIKH JIOKAJTM30BaJIUCh INOO BMECTE C MapKe-
paMu SHAOMIa3MaTuaecKoro petukymoma (CLV2),

"'— Fasciated stem

Wild type

sym28

Puc. 15. MyranTasrit penorun mo reny sym28 (Krussell et al., 2002. P. 861-871).

a — runepkiIyoeHpko00pa3oBaHue y MyTaHTa (cjieBa) Mo CpaBHEHHIO ¢ AUKUM THIoM (copt Frisson); 6 — moGern myTanTa ¢
(hacMpPOBAaHHBIM alMKAIBHBIM CTEOIEM M YKOPOUEHHBIM PACCTOSHHEM LBETYIINX MEXJI0y3/uil. MOXXHO BHIETh cTeOeib
MyTaHTa B pa3pese; B — TO K€ Y JUKOTO THIIA; I' — LBETYIINiI alleKe JUKOro THIa (YBEIMYEHO); 1 — TO )K€ Y MyTaHTa; € — cXema
Pa3BUTHS PaCTEHUil AMKOTO TUMA (CciIeBa) U MyTaHTa. OTMEYEHO MEXI0Yy3JINe, B KOTOPOM TOSBIISIETCS MIEPBBIi JIUCT Y AUKOTO
THUIIA U Y MyTaHTA, a TAKOKe MOSIBJICHHE JIBYX JIICTHEB B OHOM MEXKIOY3JIMHU U (hacumanus y MyTaHTa.
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n100 ¢ MapKepamH IJIa3MaTHUeCKod MeMOpaHBI
(CLV1), HO HUKaK He BMeCTe. DTO JOKa3hIBAET TO,
YTO KIIyOE€HbKOBOE B3aUMOJCHCTBUE CTPOUTCS Ha
W3BECTHBIX MEXaHM3MAX I HX COCTABIISTIOIINX, HO
OTHIOJIb MTOJTHOCTBIO K HUM He cBonuTcs. [loka He
CYIIECTBYET YOCIUTEIBHBIX CXeM, OOBSCHSIOIINX
BCE aCIMEKThI B3aUMO/ICHCTBUS 3JIEMEHTOB MOJICKY -
nsipHOTO KOHTpOIst APK u xirybeHpko00pa3oBaHus,
TeM 0oJiee 4TO TAKOI KOHTPOJIb OCYIIECTBIIACTCS Ha
Pa3UYHBIX YPOBHSIX.

BaxHbIM BONIPOCOM B Pa3BUTHH yYCHUS O
CHUCTEMHOCTH KJIyOCHBKOOOpa30BaHHsI SIBISIETCS
NOHMMaHUE POJIM TOPMOHOB B 3TOM IpolEecce
(D’Haeseleer, 2010), B yacCTHOCTH ayKCHHA, KO-
TOPBIM MOXKET PacCMaTPUBATHCS KaK BO3MOMKHBIMN
KaHIUAAT Ha BepXylIeyHbli curHai. CrelieBas
YaCTh SIBJISIETCSI OCHOBHBIM HCTOYHHKOM JAHHOTO
ropMOHa. AYKCUH TPaHCHOPTUPYETCSI B KOPHU H
MOXKET SIBIISITHCS BaXKHBIM PETYJISITOPOM KITyOCHbB-
kooOpazoBanust. Ero KOHIIEHTpays yBeInIHBaeT-
Cs1'y MyTaHTOB SUNN I10 CPABHEHUIO C TUKUM TUIIOM.
B pacrenusix aukoro tuna o mepe pazsutus APK
KOHIIEHTpAINs ayKCHHA YMEHBIIAETCS, Yero He
HaOJIo1aeTcsl y MyTaHTOB. BriosmHe BO3MOXKHO, 4TO
KOHIICHTPALHsI JAHHOTO TOPMOHA MPSIMO CBSI3aHa ¢
KOJINYECTBOM KJIyOeHbKOB. OJJHAKO YTO-TO OIpe-
JEJICHHOE MO>KHO OYZIET CKa3aTh 110 3TOMY [OBOILY
TOJIBKO B CBETE M3MEHEHUS YPOBHSI U JIPYTUX TOP-
MOHOB, 33JICHICTBOBAHHBIX B PETYJISIIUIO KIETOY-
HBIX JICTICHUH, HAaIpUMEp IUTOKWHUHA U Jp.

CHCTEeMHOCTb MPOSBISIETCS Kak OOLIUI mpH-
3HAK Pa3BUTHS CUMOMOTHYECKUX OTHOLICHHH C
pasHBIMH MUKpOOpranu3mMamu. PazaooOpasue 6ak-
TEpUH, )KUBYIIIHUX HA JIUCTOBOM MOBEPXHOCTHU pac-
TeHHH, OBLIO0 MPOAHATM3UPOBAHO Y HOPMAJIbHBIX,
0ecKITyOeHBKOBBIX 1 CYTIEPKITyOCHBKOOOPa3yIOMINX
MYTAHTOB COU B YCJIOBHSIX Je(HUINTA U JOCTATOU-
HOT'O KonudecTBa a3oTHBIX ynoOpenwuii (lkeda et
al.,2011). CocTaB nomysIsIiyy JIUCTOBBIX OaKTEePHiA
cymecTBeHHO MeHsiicst y Nod~ u Nod ' pacrenuii
1101 BO3/ICHCTBUEM a30THBIX Y0OPEHHIA, TOT/Ia KaK
y JIMKOTO TUIIA OH ObLT OoJice cTaOWiIeH. YIalloCh
nacke onpeaenuts ase OUT, koTopsie ObUTH HAnOO-
Jiee YyBCTBUTEJIbHBI K YPOBHIO a30Ta.

CrCTeMHOMY KOHTPOJIIO HOAYUHSIETCS TaKkKe
W MHUKOpHW3Hasi uHQeknus. V3yuenue B cucreme
pacIIenIeHHOTO KOPHS MpoIecca MUKOPU3AIIH
Ha myTtanTe cou nts 1007 (Meixner Claudia et al.,
2005) moka3aiio, 4To y JMUKOTO TUIIa HAOMIOaeTC s
SBHBIA cynpeccopHbId 3dexT Ha oOpazoBaHUE

OTCTPOUYCHHBIX MUKOPU3HBIX CTPYKTYP, TOTIa KaKk
y MyTaHTOB Takoi 3(h(heKT OTCyTCTBOBAIL.

Takum obpazom, APK — 310 yHUBEpCaIbHBIN
MEXaHNU3M KOHTPOJIA CUMOMOTHYECKUX OTHOIIIEHNHA
C MHKPOQIIOPOIA.

KOPHEBAS PEI'YJIALIUA
KJIYBEHBKOOBPA3OBAHUSA

Kak mokasanu manHbie CTIOHTaHHOW M3MEHYH-
BOCTH, PEryJsiusl KIyOeHbKOOOpa3oBaHHsI OCY-
LIECTBIISIETCS HA JByX YPOBHSX: Ha JUIUTEIHHOM
pacctossaun (APK) u Ha Gojee KOpOTKOM, MpH
KOTOPOM PETyIISILHS OCYILECTBIISETCS HETOCPEACT-
BEHHO B KOpHsX. [I[puMepoM Takux ucciieloBaHui
MOXET CITY)KHTb Pa0d0Ta, BBITOTHEHHAS ATTOHCKUMH
aBTOpaMu Ha MyTaluu y Lotus japonicus, Ha3BaH-
HOM «CJIMIIIKOM MHOTO JIt00BW» (foo much love).
JlaHHBI MYTaHT XapaKTepU30BaJICsI TUIIEPHOIY-
JSIIMEH, OMHAKO MPU MCCIIEAOBaHUN NPUBUBOK H
CHCTEMBbI PaCLIECIICHHOTO KOPHS OBbLJIO IIOKA3aHO,
YTO KOHTPOJIb IAHHOTO MPU3HAKA OCYIIECTBIISAETCS
B KOpHEBOH 30He. EcTecTBeHHO, 4YTO Hamboiee
HMHTEPECHBIM SIBIIIETCS OTBET Ha BOIIPOC, B KaKoi
CTENIEHU JaHHBIA YPOBEHb PETYJSALUU CBS3aH C
APK, aBasgeTcs M OH ero 4acteio. B xoae oueHb
IIPOCTOTO HKCIIEPUMEHTA, B KOTOPOM MYTAHTHbIE U
HOpMaJIbHBIE pacTeHHsI ObIITH 00padOTaHBI pa3IHy-
HBIMH KOHIEHTPAIUAMH KaCMOHOBOM KHCIIOTHI,
OBUTIO MOKa3aHO, YTO OHA YrHEeTaeT KiIyOeHBKO-
oOpa3zoBanue y o0enx (HopM NpONOpLHUOHATIBLHO
HCTIOIb30BAHHOM KOHIIEHTpaLUH. DTO HAaOIOeHUE
YKa3bIBaJIO Ha TO, YTO AAHHBIN FTOPMOH HE SIBJISIET-
CSl CHUTHAJBHBIM (PAKTOPOM BO B3aWMOJEHCTBHUU
KOPHH—TIO0ETH, KpOME TOTO, y fml MyTaHTOB He
HaOmromaeTcst MoBbIIeHHON dKcnpeccuu LjCLE-
RS1 cuctembl. Takum 00pa3oM, CKOpee BCETO, MbI
HMEEM JIeJI0 ¢ CUCTEMOH PEeryJsiluy, acCOLUUpO-
BaHHOU ¢ APK.

B namrem pacnopspkerny 6bu1a MyTarys nod3 'y
ropoxa, KoTopasi XapaKTepHu30BajIach IMOBBIIIEHHBIM
KITyOE€HbKOOOpa30BaHUEM, KOHTPOIb KOTOPOTO, KaK
u'y tml, OCyIIECTBIISUICS KOPHEBOH 30HOM.

[Iposepka Bausinus ceepakcnpeccun MtCLE]
y Psnod3 He BBISIBHUIIA MO/IAaBIEHUS KIIYOCHBKO-
o0pa3oBaHHs. DTO CBHJIETEIBCTBYET O TOM, YTO
KOPHEBOHM KOHTPOIIb SIBISIETCS YaCThIO 00IIeH
cuctembl APK, T. €. peryisiiiys oCyIecTBIsSeTCS Ha
JIBYX YPOBHSIX: Ha JJTUTEIBHOM PAaCCTOSTHUU M HETO-
CPECTBEHHO B MeCTe 00pa30BaHusl KIIyOeHbKa.
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Takum 00pa3oM, CUTHAJIBHBIH Ty Th CHCTEMHON
PEAKINH JOCTATOYHO MOAPOOHO OIMKCAH HA MOJICITH
KITyOeHBKOOOpa30BaHUSI.

OPUNJIOCOPCKOE OCMBICJIEHUE
CUCTEMHOCTHU MPC

[ToHSTHS CUCTEMHOCTH BO BCEM HX Pa3HOO0-
pa3u OMHUCHIBACT WIN CTPEMHTCS ONHCATh (HH-
soco¢usi, B 4aCTHOCTH (HIOCO(US MHTETPAIIUU
MIPUCIIOCOOUTETHHBIX IIPOIIECCOB (CM., Hamp.: Kap-
s, 2005). EctecTBeHHO, uTO Hanboiee mopooHO
AHAIU3UPYIOTCS. HIPOLIECCHl B MHOTOKJIETOYHOM
JKUBOTHOM OpPTaHU3Me, OJTHAKO, KaK HaM Ka)KeTcCs,
Y PacTCHHS B COI03€ C MUKPOOpPTaHU3MaMH TIPeI-
CTaBJISIOT COOOM IIEHHBIM MaTepHalT ISl TOHUMa-
HUS POJHM CHCTEMHBIX MPOIIECCOB B aJamlTaIlUu.
CornacHO OmpeAeciICHUI0, CUCTEMa COCTOUT U3
Jlajiee HeIEIMMEBIX JIEMEHTOB. B KauecTBe Takux
anemeHToB B APK MOXHO paccmarpuBarh reHbI
pacTeHuil U GakTepuii, KOTOPHIE, HHTETPUPYSIChH
B CMHYIO CUCTEMY, CO3/IAI0T PACIIUPEHHBIC BO3-
MOXKHOCTH I ajanTaiuu. Takke B KauyecCTBe
AJIIEMEHTOB MOTYT BBICTYNATh PEIEHTOPBI M CHUT-
HaJIbl, CIIOCOOHBIC OTBEYaTh HA BBI3OBHI CPEIBI.
Bosmymenust cpessl, BeIpaxaromnecs B nedu-
IIUTE a30Ta, HAlPUMeP, KOMIIEHCUPYIOTCS 3 CUET
MPUBIIEYCHHS a30THUKCUPYIONNX OaKTEepuil K
CcHAOXEHUIO pacTeHud a30ToM. CUCTeMa OTHOCH-
TEJIBHO 000CO0JICHA 10 OTHOIICHHUIO K CPEJIe, OHA
MIPOTUBOCTOUT U3MEHEHUSIM OKPY>KaIOIIEro MUpPA.
Jlerko BuneTh, yTo nMeHHO MPC BEITIONTHSET JaH-
HYIO (YHKITHIO.

BakHBIM 1711 IOHUMAaHUSI BOTIPOCA SIBIISCTCS
HepapxXudHOCTh cucteM. OHa MPOCICKUBACTCS
Ha MPUMEPEe JaJbHEr0 U OJMIKHETO CUTHAJUTUHIA.
MeTtomonorust ananuza MPC BHOCHT HEUTO HOBOE
B TOHUMAaHUE BBICIIIETO YPOBHSI CHCTEMHOCTH. DTOT
YPOBEHB TOJIKYETCs TI0-Pa3HOMY, B YAaCTHOCTH aKa-
nmemuk FO.B. Harouwd cauTaert, 9To Takoil ypoBEeHb
MPEACTaBIISAET U3 CeOsl OPraHu3M, a He MOS0
(uut. mo: Kaprus, 2005). Mex 1y 3TUMU TTOHSATHS-
Mu MPC 3aHuMaeT HEKOTOPYIO MPOMEKYTOUHYIO
no3unnto. ®opMHUpysCh HA OCHOBE TEHOMOB IIPO- 1
SYKapHOT, MUKPOOHAsI PacTHTEIbHAs CHCTEMa BbI-
CTyIaeT Kak 0ojiee BHICOKAsI CTEIICHB IO OTHOIIIE-
HUIO K OPTaHU3My, HO 3aBHCHT B CBOIO OYepeib OT
MOMYJSIIUOHHBIX TIPOIIECCOB, TPOTEKAIOIIUX CPETU
noyBeHHON MUKpouopskl. [loHrMaHue Takoii oco-
oernocti MPC noimkHO criocoOcTBOBaTh HanOoJIee

3(pEeKTUBHOMY HUCITOJIB30BAHUIO MPESHMYIIECTB
JTAHHOTO YPOBHS aJarTarni.

Eme omna oco6ernocth MPC 3akimogaercs B
COUCTAaHUU OTPHUHATCIBHBIX W IMOJOXUTECIbHBIX
cBsizeit. C OJIHOM CTOPOHBI, HA TpUMepe HOPMHUPO-
BaHUA CI/IM6I/IOTI/I‘-IGCKOF 0 alrapara Mbl BUAUM, YTO
perynsius 00ecreYnBaeTCs B OCHOBHOM 3a CUET
OTPHIIATENBHBIX CBSI3€H, CXOMHBIX C TATOTEHE30M,
HO C JIpyTrO#l CTOPOHBI, TIOCTIE €€ BOZHUKHOBEHUS
IIOJIOKUTCIBHBIC CBA3W HAYUHAKOT HpeO6HaJIaTI),
0Cco0eHHO B c(hepe MHTErpauu MeTadoIuTHYe-
CKUX TporieccoB (bosee nmoapooHo cM. [IpoBopos,
BopoOses, 2012).

MBI paccMoOTpenu, €CTeCTBEHHO, HE BCE ac-
MIEKTHI CHCTEMHOCTH, HO JIa)Ke Ha ITHX IPUMEpPax
BHUHO, 4T0 MPC He TOJEKO BIMCHIBACTCS B OOIITYIO
TCOPHIO CUCTEMHOCTH U €€ PETYJIALUN, HO U BHOCUT
HOBBIC MOMCHTGI, paCHIUPAONIUC HAIIIK IPEACTaB-
JICHUS 00 aJanTanusX )XUBbIX OPraHU3MOB.
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