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BBE/IEHUE

[ereposuc npencrabisieT coOO CIOKHOE U BEChbMa BaKHOE
JUIsl SBOJIIOLIUM U CEJIEKIIUU SIBJICHUE YBEJIMUYEHUs] MOIIHOCTH,
’KU3HECTIOCOOHOCTU U TPOIYKTUBHOCTH TUOPUIOB TIEPBOTO TIO-
kosienus (Fp) no cpaBHenuo ¢ poautensckumu popmamu. [o-
HATUE O TETEPO3UCE BIIEPBBIE BEJl B HAYKY aMEPUKAHCKUI I'eHe-
tuk B. lllei B 1914 1.

B nocnesHue roapl reTepo3uc YyCTAaHOBJIEH 711 MHOTUX pac-
TEHUM, KUBOTHBIX U1 MUKPOOpraHnu3moB. OIHaKO BOIPOC O Me-
XaHM3Me reTepo3urca IO CHX MOp OCTAETCsl HepelIeHHOM mpooiie-
MOU I€HETHKHU.

B Hacrosiee BpeMst 00bsiICHEHHE TPUYMH IeTepo3rca CBOJUT-
Csl K IByM OCHOBHBIM TMIIOTE3aM — JOMUHUPOBAHUS U CBEPXJI0-
MuHUpoBaHus. 1o runorese JOMUHUPOBAHUSA TETEPO3UC CBA3AH
¢ Tpems 3ppeKTaMu JeUCTBUSA JOMUHAHTHBIX T€HOB: MOJABJIE-
HUEM UMU BPEIHBIX PELECCUBHBIX aJllesied, alqUTUBHBIM (-
(pexTOM U HeaIeIbHBIM KOMILIEMEHTAPHBIM B3aUMO/ICCTBUEM.
['mrote3a cBepXJOMHUHMPOBAHUS OOBSCHSET 3(PEKT reTeposu-
ca B3aMMOJEVCTBUEM MEXIY JOMUHAHTHBIMU U PELIECCUBHBIMU
aJuIesIsIMM offHOrO reHa. K coxasnennio, K HaCToseMy BpeMEH!
HU OJIHA U3 TUX [IBYX TUIOTE3 HE MOXKET MOJTHO OOBSICHUTD MPH-
pony SIBJIEHUS reTepo3uca.

B KHure msnoxkeHa HOBasi TEOPUS AJUIEJIBHOIO M HEaJlIesIb-
HOI'O MEXaHM3Ma BO3HMKHOBEHMS I€TepO3uca, COITIACHO KOTO-



poil ipeumytiecTBo rubpunoB Fi Hag ponutenbckumu opma-
MU 00YCJIOBJIEHO Pa3IMYHbBIMU BUIAMU aJIJIEJIbHOTO Y HealJiesb-
HOTO B3aMMOJIEHCTBUSI TEHOB, MTPU KOTOPOM CO3/IaeTCsl JIydlliee
CoYeTaHue TeHOB, OOYCIIOBIMBAIOIIEe ONTUMATBHOE BhIPAKEHIE
XO3AMCTBEHHO-1IEHHOTO INpu3Haka. IIpu 3TOM BO3HMKHOBEHUE
rerepo3uca y ruOpuioB F| BbI3BaHO 1eJbIM psiioM 3(peKToB
reHoB. M3 koTopbIX, YacTh 3((PEKTOB CBSA3aHBI C aJIEJIbHBIM
B3aMMOJICHICTBUEM T'€HOB: MOJABJICHUEM AOMHHAHTHBIMHU I'€Ha-
MU pElIeCCUBHBIX aJliesiel, KOOOMUHUPOBAHUEM (CMech [Ieii-
CTBHS1 000X aJlIeNiel OMHOM auteibHOM maphl). pyrue 3¢ dek-
Thl ONpe/ieieHbl MEKTEHHBIM B3aUMOJIEICTBUEM T'€HOB: /M-
TUBHBIM TOJIMMEPHBIM JIEMCTBUEM, HEAJUIEbHBIM KOMILIEMEH-
TapHbIM B3aMMOJEWCTBUEM, SIUCTA30M U MOAU(PUIUPYIOIIM
nerictBueM. B cBsi3u ¢ TeM, 4TO B MeXaHHU3Me MPOSIBICHUS Te-
Tepo3uca HAOMIOAAIOTCS MPAKTUIECKU BCe (POPMBI MEKTEHHOTO
HEaJUIEJIbHOTO U aJUIEIbHOTO B3aMMOAEUCTBUS T'€HOB, IPUPOLY
9TO SIBJIEHHE 10 CUX TOp ObUIO TPYAHO OOBSICHUTD.

PaccMoTpeH BoIpoc O 3aKkperuieHMH TeTepo3uca y pacte-
HUI-CaMOOMbUIUTENIEN B MOCIeNyomuX nokoyneHusix. Onpene-
JIEHBI TEHbl, KOTOpbIE B I€TEPO3UTOTHOM COCTOSIHUM BbI3BIBAIOT
npeumyiiecTBo rudpunos F| Haa ponutenbckumu popmamu.

OO600I1TIeHBI JIWIITH HEKOTOPhIE, HAaMOOJIee aKTyaJIbHbIEe CBejie-
HUSI, Kacaioluecs BIMSHUS CUTHAIBHOM CHUCTEMBI PEryisiiiuu
Pa3BUTHUsI pACTEHMsI HA B3aMMOJIEHCTBIE FeHOB MPH HAC/IEI0Ba-
HUM MPU3HAKOB. Ha OCHOBaHMM MOTyYeHHBIX pe3y/IbTaTOB MOKa-
3aHO, YTO IMPH HACJIEJOBAaHUU MPU3HAKOB, KOTOPbIE KOHTPOJIM-



PYIOTCSI TeHaMH, OTBEYAIOIIMMH 32 OIPE/IEICHHbIE 3BEHbs CHT-
HAJIbHOH I1eNH, HAOMOJAI0TCS BCe OCHOBHBIE (POPMBI B3aMMOIEH -
CTBUSI T€HOB.



IJIABA 1

B3AUMOCBA3bh CUTHAJIBHOW
CUCTEMBI PACTEHU A
1 B3BAUMOJIENCTBUA
TEHOB ITPY HACJIE/IOBAHUU
IMPU3HAKOB



1.1. CUTHAJIBHBIE CUCTEMBbI,

B KOTOPbBIX ®YHKIINIO CEHCOPA
IJIA IUTOKNHUHOB U 9TUJIEHA
BbIITOJIHAIOT PEHEIITOPHBIE
TNMCTUIANHKNHA3DI

B nmocnenaue roap! 61arogapsi CTpeMUTENBHO Pa3BUBAIOIIM-
Cs1 ICCTIEZIOBAHUSIM MOJIEKYJISIPHBIX MEXaHU3MOB PEryJIsIIAH SKC-
IPECCUM T€HOB CTAaHOBUTCS Bce Oojiee SICHBIM, YTO INpodiema
MEXaHU3Ma B3aUMOJIEICTBUS TEHOB TECHO CBSI3aHa C CUI'HAJIb-
HOU cuctemon kietok (Xaomak, [Mapwuii, 2013; are-Beuromos,
2000). B krerkax pacteHuii ObUIO OOHAPYKEHO CYyIIECTBOBA-
HHME CUTHAJbHBIX IIeTlel, KOTOpble C MOMOIIBIO CrelHaIbHbIX
OEJIKOB-PElENTOPOB, B OOJIBIIIMHCTBE CIyYaeB PacIoIOKEHHBIX
B IUIa3MajieMMe, BOCIIPUHUMAIOT CHUTHAJIbHbIE UMITYJIbCHI, TIpe-
00pa3yIoT, YCHIIMBAIOT U MIEPEeNaloT UX B TEHOM KJIETKH, BbI3bIBasI
penporpaMMHUpOBaHUE IKCIIPECCUU T'€HOB U U3MEHEHU s B 0OMe-
HE BEUIeCTB (B TOM YKC/le KOPAUHAIBHBIE), CBSI3aHHBIE C BKJIIO-
YeHUEM paHee «MOJTYABIIUX» U BBIKJIIOYEHUEM HEKOTOPHIX aK-
TUBHBIX I'eHOB (TapueBckuit, 2002).

B nocnennee aecsatuiieTye UAYT 10 HAPACTAIOIIEH 10CTHXe-
HHS B 00JIACTH M3YyUEHUsI TeHOMa PACTeHUH, BbIIEJIEHUS T€HOB,
OTBETCTBEHHBIX 3a OMpeesieHHbIe TAbl POCTa, Pa3BUTHUsA, CTa-



PEHMSI PaCTeHUI, UX OTBETA Ha CTPECCOBBIE BO3/ICWCTBUS U Ia-
TOreHbl. BbljiesieHbl reHbl, KOHTPOJIUPYIOIIME PETrYJISITOPHBIE CU-
CTeMbl pacTEeHH, HAUMHAsI OT PElENTOPHBIX OEJTKOB U KOHYas
reHamu (pakTopoB, OIPEEISIONIMX BKIIOYEHHUE ONPEIeSIEHHbIX
reHeTnyeckux nporpamm (Kynaesa, 2000).

B Hacrosimee BpeMsi MHTEHCUBHO uccaenyorcss MAP-kuHasz-
Hasl, aJeHuIaTiMKa3Has, qocdarugarHas, KajabldeBas, JUIO-
keureHasHasi, HAJI®H-okcunaznas, NO-cuHTa3Hasi U IPOTOH-
Hasl CUTHAJIbHBIE CUCTEMBI U UX POJIb B OHTOI€HETUYECKOM pa3-
BuTuM pacrenun (TapuesBckun, 2002).

3a mocnemHue ToAbl JOCTUTHYT 3HAUMTESBHBIA IMpOorpecc
B M3YUYE€HUHU XEMOCUTHAJIbHBIX CUCTEM PACTEHUM, YEPE3 MOCPE/-
CTBO KOTOPBIX (DUTOTOPMOHBI OCYIIECTBIISIIOT PETYJISALUIO IIAPO-
KOTO CIeKTpa OMOXUMUYECKUX U (PU3UOIOTMUECKUX MTPOIIECCOB
B pactutenbHou Kietke (IIInmakos, 2009).

B nocnenHee Bpemsi cTaHOBUTCSI Bce Oojiee MOHATHBIM, UTO
npouecc MopgoreHesa — pe3yibTar (PyHKIIMOHUPOBAHUS MHO-
TUX TeHOB, KOTOpPbIE MOTYT B3aMOJCHCTBOBATh Pa3HbIM 0Opa-
30M WJIM JIEUCTBOBATh HE3aBUCUMO. PaboTa MHOTMX T€HOB KOH-
TPOJIMPYETCSl BHEUTHUMU ¥ BHYyTPEHHUMHU CUTHAJIAMU, CPE/IU KO-
TOPBIX BaXKHEUITUMU SIBJISIOTCS (puTOoropmoHasbhbie. [leiicTre
(puTOropMOHOB, X CITIOCOOHOCTD PETYTUPOBATH IKCIIPECCHIO T'e-
HOB OnocpefoBaHa (PYHKIIMOHMPOBAHUEM CUTHAJIBHBIX MyTeu.
['enbl, KOOUpYIOIIME KOMIIOHEHTHl CUTHAJIBHBIX IyTEH, TaKxke
HaXOAATCS MOJl CJIOKHBIM T€HETUYECKUM KOHTPOJIEM pacTeHMs
B COOTBETCTBUU C BHEITHUMU U BHYTPEHHUMHU yclIoBUsIMU. CUH-



T3 caMuX (PUTOrOPMOHOB, KOTOPBIE 3AITYCKAIOT CUTHAJIbHBIE ITY-
TH, Takxxe peryaupyercss MHorumu reHamu (Llurankosa u mp.,
2005).

Bonbliiyo ponb B packpbiTud (PyHKIMI (PUTOTOPMOHOB ChIT-
paJlo M3yYeHUE B3aUMOJCUCTBUS MEKAY T€HHOU U TOPMOHAIb-
HOW peryjsilMeil pocra y KapJIMKOBBIX MYTAHTOB Pa3JIMYHbBIX
BUAOB pacteHun (Mypomues, AraucrtukoBa, 1973; Yannaxsax
u ap., 1977). TlokazaHo, 4TO BO3MOKHOCTh OOpa30BaHUsI Kax-
JI0r0 13 (PUTOrOPMOHOB PETYTUPYETCs IKCIPECCUEN ONPEHeSIeH-
Hbix reHoB (Kymaesa, 1978; IlInakos, 2009).

K Hacrosiemy BpeMeHH orpe/e/ieHbl HEKOTOpbIe KITIOUEeBbIe
T€HBI, COZIEpKalllie IPOMOTOPbI, UyBCTBUTEJIbHBIE U clIELI(rYe-
CKHe K (PUTOrOPMOHAM, CBETY U IpyruM (pakTopaMm, U KOHTPO-
JIPYIOIIYE MHOTHE BaXKHBIE MTPOLIECCH U TAIbl KU3HEACSTE b-
HOCTU pacteHuil (porocunres, poromopdorenes, popMupoBa-
HUE JIUCThEB, 1IBETKOB, a30T(UKcalvs, SMOpUOreHe3, cTapeHne
u Tak ganee) (Illecrakos, 1998; Nure-Beuromog, 2000).

JlOoCTUTHYTHI yCTIeXW B U3yUSHUH TyTel OMOCUHTe3a HEKOTO-
PBIX KJIacCOB (DUTOTOPMOHOB, MEXaHU3Ma UX JIEHCTBUSI Ha MOJIe-
kyJsipHOM ypoBHe (McCourt, 1999; Kevin et al., 2002; HoBuko-
Ba u 1Ip., 2009; Pomanog, 2009). C noMonipio MOJIEKYISpHO-TE-
HETUYECKUX METOAOB OIMpe/ieieHbl OTAEbHbIE T€Hbl, KOHTPOJIU-
pYIOIIUE PEeryasATOPHbIE OeTKU-(PEePMEHTHI, YIaCTBYIOIINE B Kac-
KaJJTHOM ME€XaHU3Me PETYNIAILMU 3TaloB CUHTE3a (PUTOTOPMOHOB
(PomanoB, Mengenes, 2006; Illemapos, 2006).

YacTruHO M3yuyeHbI MyTH MEpeJadu CUTHAIOB OT (pUTorop-



MOHOB T10 LIETH: PELeNTOPbl — BTOPUYHBIE MECCEHIKEPBI — CIIe-
i ryeckre TeHbl. B o0mmx yeprax ucciaenoBaHbl MEXaHI3MBbI
CUTHAJIbHBIX B3aMMOJEUCTBUI MEKAy pasHbIMM KjaccaMu (pu-
TOrOPMOHOB Y YCTAHOBJIEHA UX (PU3MOJIOTUYEcKast pojib B pery-
JISIUY OHTOTEHETUYECKUX CTAIUI pa3BUTHSI PACTEHUN (KaK M-
OpPHMOHAJIBHOM, TaK M MOCTIMOpUOHATBHOM). PackpbiTo ydactue
(putoropmoHoB B (pOTOMOP(GOreHeTUYECKUX MpoLieccax, B Mo-
BBIIIEHUH YCTOMYMBOCTU PACTEHUI K HEOIaronpusATHbIM (hak-
TOpaM OKpyXarlei cpeipl U K natoreHam (LlpirankoBa u ap.,
2005).

3a nocnegHee BpeMsl HAKOIJIEHO MHOT'O 9KCTIEPUMEHTATbHBIX
JaHHBIX 00 MOJIEKYJISIPHBIX MPUHIMIIAX OUOJIOTMYEeCKOro OTBe-
Ta, KOTOpbIE TIO3BOJISIIOT 1O HOBOMY MOAONTH K IOHUMAHUIO Me-
XaHU3Ma, MOCPEJCTBOM KOTOPOTO IPOUCXOAUT B3aUMOJIENCTBIE
T€HOB MPU HACJIeJOBAHUM [TPU3HAKOB.

Kak u3BecTHO, /Uil BOCHpUSTUS TeHepUpyeMbIXx urtorop-
MOHAMH CUTHAJIOB U WX MpeoOpa3oBaHUsI B KOHEUHBI OTBET
KJIETKM PACTEHUs1 MCHOJIB3YIOT Pa3JMuUHbIE IO CBOEU CTPYKTYp-
HO-(PYHKIIMOHAJIbHOM OpraHU3allii X€MOCUTHAJIbHBIE CHCTEMBI
(IImakos, 2009). B HacTosiiiee Bpemsl y pacTeHHI XOPOLIO UC-
CJIeIOBaHbI JBYXKOMITOHEHTHbIE CUTHAJIbHBIE CUCTEMBI, B KOTO-
pbIX (PYHKIMIO CEHCOPA BBHIMONHSIOT KaK PEleNTOPHbIE TUCTU-
JVUHKWHA3bl, TAK U CEPUH-TPEOHUHOBBIE MOTEMHKUHA3HL. Yepes
MIOCPE/ICTBO PEleNTOPHBIX TMCTUINHKUHA3 CBOU PETYJISTOPHbIC
3(peKThl peanusyloT ITUIEH U LUUTOKUHUHBL. Y A. thaliana
u puca (Oryza sativa) BbISIBIEHO TPU CEMENWCTBA PEUEHTOPHBIX



TUCTUAMHKWHA3, TIEPBOE U3 KOTOPBIX BKJIIOUYAET B ceOsi periern-
TOPbI TUJIEHA, BTOPOE — (hOTOPELIENITOPHI, B TO BPeMsI KaK Tpe-
The 00BbenuHsIeT ructTuanHkuHa3sl AHK-cemelicTBa, BKilouaio-
e B ceOsl IMTOKMHUHOBBIE PEIENITOPbl U OCMOCEHCOPHbIE T'H-
cruaguHkuHazel (Hwang et al., 2002).

Uccnenosanusa nocjaeaHux JIET O3HAMEHOBAIN 3HAYUTEIBHBIN
MpPOrpecc B MOHUMAHUU TPOIIECCOB CUTHAIMU3AIMUA U OMOCHH-
Te3a IIMTOKMHUHOB. DTU JOCTUKEHUSI CTaJIM BO3MOXHBI Ofa-
rofaps MOJHOM paciMpoOBKe MEPBOTO PaACTUTEIHHOTO FreHOMA
(y Arabidopsis thaliana) v TIOTy4E€HUI0 MYTaHTOB C MOAABJIEH-
HbIMU 3(ppekTamu 1UTOKMHMHOB (Pomanos, 2008). Mosneky-
JIIPHO-T€HETUYECKUE U (PU3UOJIOTMUECKUE UCCIIEJOBAHUS ITUX
MYTAHTOB TIO3BOJIMJIO U30JIMPOBATh M CEKBEHUPOBAThH Yy apaOu-
joricuca redsl Ouocunresa (AHPTI — AtIPT9), iHaKTUBALIAK
Y CUTHaIM3aiuu puToropmMoHoB 3toro kinacca (AHK2, AHK3
u AHK4/CREI) (Nishimura et al., 2004).

CpaBHMTEIPHO HEJaBHO Yy apadujoricuca ObLJIO HaiIeHO
Tpu reHa (AHK2, AHK3 v CRE1/WOLI1/AHK4), Konupyommx
ceHcopHble ructuauHkuHazel AHK?2, AHK3 u CRE1/WOLI/
AHK4, xotopble sBASIOTCS MEMOpPaHHBIMU PELEeNnTOopaMu ITH-
tokuHuHOB (Riefler et al., 2006). Mytatmu ahk2—5, ahk3—
7 1 wol-1 B 3TUX reHax OOYyCJIOBIMBAIOT y PACTCHUI MHAKTU-
BUpOBaHUE (DYHKIMIA MEMOPAHHBIX PElENTOPOB TMCTUIMHKH-
Ha3 AHK2, AHK3 u CRE1/WOLI/AHK4. B pe3ynbrare 4yero
y MYTaHTHBIX PACTEHHIA apadHUIOTICUCA CHUKAETCSI YyBCTBUTEITb-
HOCTbh KJIETOK K IIMTOKUHMHAM Y T€Hbl IEPBUYHOTO OTBETA Iepe-



CTaloT OT3bIBaThCs Ha 3T ropMoHbl (Higuchi et al., 2004).

Co3zpaHHBIE TBOMHBIE M TPOMHBIE MYTAHTHI 11O TEHAM PELIEI-
TOpoB IMTOKUHUHOB (AHK2, AHK3 n AHK4/CREI) no3Bonuiu
YTOYHUTD POJIb OTJE/IbHBIX PELIETITOPOB ISl TEX WIA UHbIX (bU-
3MOJIOTMYECKUX MPoLIeccoB. B pe3ynbraTte B X0[€ pa3BUTHsI pac-
TeHUs1 ObLT BBISIBJIEH Psifl HOBBIX PETYJUPYEMbIX [TUTOKHHUHOM
niporieccoB (Pomanog, 2008).

T. MuIiyHo ¢ COTpyAHMKaMU JOKa3alu, 4YTO CEHCOpPHbIE
ructugaknHasel AHK?2, AHK3 u CRE1/WOLI/AHK4 A.
thaliana sABNAOTCA peuenTopaMy LIMTOKMHUHOB. B pe3ynbra-
T€ U3AIIHO CIIJITAHMPOBAHHBIX M OCYIIECTBJICHHBIX SKCIIEPUMEH-
TOB MOJTyYEHbl HEOIPOBEPKUMBbIE JI0KA3aTEIbCTBA yUaCTHs B I1e-
penade HMTOKMHWMHOBOIO CHUTHAJia MEeMOpPaHHBIX pElEenTOpOB
AHK?2, AHK3 u CRE1/WOL1/AHK4 u apyrux 6ejKoB, IMel0-
IIMX OTHOIIIEHUE K OMOKOMIIOHEHTHOU PEryJISITOPHOU CHCTEMe,
B yacTHOCTH, RR 6enkoB B-tura, o6nagamommx ¢pyHKIMeH TpaH-
CKpUMNIMOHHBIX (pakTOpoB (Suzuki et al., 2001).
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