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BBE/IEHUE

['eTeposuc npeacTaBisieT cOOOM CIOKHOE U BEChbMa BaKHOE J1JIs1 SBOJIOLMH M CEJIEKIINHN SIBJIe-
HIE YBEJIMYEHHUsI MOLITHOCTH, )KU3HECTIOCOOHOCTH ¥ IPOAYKTUBHOCTY TMOPHIOB MIEPBOTO MOKOJICHU S
(F) o cpaBHeHu1o ¢ ponurensckumu popmamu. [IoHsATHE O reTepo3uce BIEpBbIE BEJ B HAYKY ame-
pukaHckuy reHetuk B. Illenn B 1914 .

B nocnesnue rosipl rerepo3uc YCTAaHOBJIEH /ISl MHOTUX PACTEHUH, )KHUBOTHBIX U MMKpPOOpIa-
HI3MOB. OIHAKO BOIPOC O MEXaHM3Me TeTepo3uca 10 CHX MOp OCTAeTCs HEpeleHHOW Mpo0ieMoin
T€HETHUKH.

B Hacrosiee Bpems 00bsiICHEHHE TPUYMH reTepo3Kca CBOIUTCS K JBYM OCHOBHBIM T'MIIOTE3aM —
JOMMHHUPOBAHUS U CBEPXA0OMUHUPOBaHUs. [10 runorese JOMUHMPOBAHUS FETEPO3UC CBSI3aH C TPEMS
3pdeKTamMu IeHCTBUS JOMUHAHTHBIX I'€HOB: MOJABJIEHUEM UMM BpPEIHbIX PELIECCUBHBIX ayljieNei,
aJVIMTUBHBIM 3(p(HEKTOM 1 HeaJlIeIbHbIM KOMIUIEMEHTapHBIM B3auMozeiicTBreM. [ unoresa ceepx10-
MHHHUPOBaHUsI 0OBsICHSET 3(PEeKT reTepo3nca B3auMOIEHCTBAEM MEK1y JOMUHAHTHBIMU M peLiec-
CUBHBIMU QJIJIEJISIMU OAHOTO reHa. K cokanieHuio, K HacToslIeMYy BPEMEHU HU OJIHA U3 3TUX JIBYX
TUTOTE3 HE MOXET IOJTHO OOBSICHUTh IPUPOJLY SIBJICHUS TeTepo3uca.

B kHure mssnoxkeHa HOBasi TEOPHs AJUIEJIBHOIO U HEAUIEJbHOIO MEXaHW3Ma BO3HUKHOBEHUS
reTepo3unca, COrJacHO KOTOPOW MpenMyIlecTBo ruopuaoB Fi Hag pomurtenbckumu popmamu 00y-
CJIOBJIEHO PA3JMYHbIMU BUJAMH aJUICIIBHOTO U HEAJUIEJIBHOIO B3aUMOJEWCTBUS I'€HOB, IIPU KOTO-
POM co3JaeTcsl JIydiee CoyeTaHhe I€HOB, OOYCJIOBJIMBAIOIEE ONTUMAJbHOE BBIPAKEHHE XO3SIii-
CTBEHHO-LIEHHOTO Npr3Haka. [Ipy 3ToM BO3HHKHOBEHHE reTeposuca y ruopuaoB F| BEI3BaHO 1EeTbIM
panoM 3¢gdekToB reHoB. 13 KOTOphIX, YyacTh 3(P(PEKTOB CBA3aHBI C aJUIEJIbHBIM B3aUMOJEHCTBUEM
I'€HOB: IO/IaBJIEHUEM JOMMHAHTHBIMU T€HAaMM PELECCUBHBIX ajllesieil, KOAOMUHUPOBAHUEM (CMECh
AeicTBUsl 000MX ajuiesiell ofHOM ayulenbHOM mapsl). pyrue 3¢geKTsl onpenesieHbl MeKTeHHbIM
B3aMMOJIEICTBUEM T'€HOB: aJJUTUBHBIM IOJMMEPHBIM [EUCTBUEM, HeaJlIeJbHbIM KOMILJIEMEHTAp-
HBIM B3aMMOZEHCTBHEM, UCTA30M U MOIU(DULIMPYIOIUM JIelcTBUeM. B cBsA3M ¢ Tem, 4To B MeXxa-
HU3Me ITPOSIBJICHH S TeTepo3nca HAOMIOIAI0TCS MPAKTUYECKH Bce (hOPMBI MEXTEHHOTO HealIeIbHOTO
Y QJJIEIBHOTO B3aMMOJICHCTBHS TEHOB, ITPUPOJLY 3TO SIBJIEHUE A0 CHX MOP OBUIO TPYAHO OOBSICHUTB.

PaccMoTpeH Bonpoc 0 3aKperuieHnH reTepo3uca y pacTeHUii-CaMOOMbUIATENEN B NOCIELyI0-
KX nokosneHusx. OnpeneseHsl reHbl, KOTOpble B TeTePO3UTOTHOM COCTOSIHMM BbI3bIBAIOT MTPEUMY-
mectBo ruopuaoB F) Hag ponurenbeckumuy hopMamul.

O00011eHb! I HEKOTOPBIE, HaNOOJIee aKTyasIbHbIe CBEJEHMS, KACAIOINecs BIMSHUS CUT-
HAQJILHOW CHCTEMBI PEryysiliii Pa3BUTHUS PACTEHUs HA B3aUMOJEWCTBUE TEHOB IPU HACJIEAOBAHUM
npu3HakoB. Ha OCHOBaHMM MOTyYEHHBIX PE3yJIbTATOB MOKA3aHO, YTO MPH HACJIEAOBAHUM IPU3HA-
KOB, KOTOpPBIE KOHTPOJIMPYIOTCS TEHAMH, OTBEYAIOLIMMU 32 OIPe/IeJIEHHbIE 3BEHbs1 CUTHAJIBHOM LIETIH,
HaOJTIOAI0TCS BCe OCHOBHBIE (POPMBI B3aUMOZEHCTBYSI TCHOB.
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IJIABA 1

B3ANMOCBA3b CUTHAJIBHON
CHUCTEMBI PACTEHU S U B3AUMOJIENCTBU S
T'EHOB IIPU HACJIEJIOBAHUH ITPU3HAKOB
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1.1. CUTHAJIBHBIE CUCTEMBbI, B KOTOPBIX ®YHKIINIO
CEHCOPA 111 HUTOKUHUHOB 1 OTNJIEHA
BbIIOJ/IHAIOT PEHEIITOPHBIE TMCTU/INHKNUHA3bI

B nocnennue roapl 6marogapsi CTpeMHUTENIbHO Pa3BUBAIOIIMMCS UCCIIEIOBAHUSIM MOJIEKYJISIp-
HBIX MEXaHU3MOB PETyJISIIIU SKCTIPECCUU T€HOB CTAHOBUTCS BCe OoJiee SICHBIM, YTO IpodieMa Mexa-
HU3Ma B3aMMOJCUCTBHS T€HOB TECHO CBsSI3aHA C CHTHAJIBHOW cucTeMou KieTok (XaoOmak, IMapwid,
2013; Nnre-Beuromog, 2000). B kneTkax pacteHuii Obu10 0OHApPYKEHO CYIIEeCTBOBAHUE CUTHATBHBIX
1eTIel, KOTOPbIE C MOMOIIBIO CIIEIMATBHBIX OSJTKOB-PELENTOPOB, B OOJIBIIMHCTBE CIy4YaeB Pacroio-
’KEHHBIX B IJIa3MajieMMe, BOCITPUHUMAIOT CUTHAJTbHBIE MIMITYJIBChI, TPE0OPasyIOT, YCHIIMBAIOT U Niepe-
JAI0T UX B TEHOM KJIETKH, BBI3bIBas PENPOrpaMMUPOBAHUE SKCIIPECCUM TEHOB U M3MEHEHHsI B OOMEHe
BeIeCTB (B TOM YHMCIIe KOPAMHAIBHbIE), CBSI3aHHbIE C BKIIOUEHUEM paHee «MOTYABIIMX» U BBHIKJIO-
YEHHEM HEKOTOPBIX aKTUBHBIX reHoB (Tapuesckuii, 2002).

B nocnenHee necsAtmiieTue UIyT MO HapacTaloled JOCTHKEHHS B 001aCTH M3y4YeHUsl reHoMa
pacTeHui, BblIENIEHUS TE€HOB, OTBETCTBEHHBIX 3a OIPEEJICHHBIE TAIlbl POCTA, Pa3BUTHS, CTAPEHUS
pacTeHui, UX OTBETa Ha CTPECCOBbIE BO3AEUCTBYS U NATOr€Hbl. BbliesIeHbl T'eHbl, KOHTPOIUPYIOLIHE
PEryJISTOpHbIE CHCTEMBI PACTEHUH, HAUMHASI OT PELIENTOPHBIX OETKOB U KOHYAs TeHaMH (haKTOpPOB,
OIpeIeNISIONIMX BKIIOUEHHE OTpe/ieIeHHbIX reHeTndeckux nporpamm (Kymnaesa, 2000).

B Hacrosiiee BpeMst ”HTEHCUBHO uccienyiorcss MAP-kuHa3zHast, aneHunariykasHas, gocda-
TUjaTHas1, KajabliveBasi, tunokcurenaszHas, HAJI®H-okcunaznas, NO-cuHTa3Hast U MPOTOHHASI CUT-
HaJIbHbIE CCTEMBI M UX POJIb B OHTOT€HETUYECKOM pa3BuTUU pacteHuil (TapueBckuii, 2002).

3a nocnegHue rojipl JOCTUTHYT 3HAYMTENIBHBIN POrPecc B U3yYE€HUH XeMOCUTHAJIbHBIX CUCTEM
pacTeHui, yepe3 MocpeICTBO KOTOPbIX (PUTOrOPMOHBI OCYHIECTBIISIIOT PETYIISILMIO IIUPOKOTO CIIEKTPa
OMOXMMHYECKHX U (PUBHMOTOTMUYECKHX MTPOIIeCcOB B pactutenbHOl kietke (Ilmakos, 2009).

B nocnennee Bpemsi cTaHOBHUTCS Bce OoJiee TIOHSTHBIM, YTO Tpoliecc MopgoreHesa — pesyiib-
TaT (PyHKIMOHMPOBAHUSI MHOTHX F'€HOB, KOTOPBIE MOTYT B3aMMOJICHICTBOBATh PAa3HBIM 00OPAa30M HJIH
JefCcTBOBATh HE3aBUCUMO. PaboTa MHOTMX TeHOB KOHTPOJIMPYETCS] BHEITHUMHU W BHYTPEHHUMHU CHT'-
HaJIaMH, Cpe/I KOTOPbIX BaKHEWUIIMMU SIBJISIIOTCS (PUTOrOpMOHaIbHbIE. [lelicTBUe (PUTOrOPMOHOB,
UX CIMIOCOOHOCTH PETYJIMPOBATH IKCIIPECCUIO FTEHOB OIOCPeIoBaHa (DYHKIIMOHM POBAHUEM CUTHAJILHBIX
nmyTeu. ['eHpl, Kopupyoliye KOMIOHEHThl CUTHAJIbHBIX ITyTel, TaKke HaXOJSATCS MO, CIOKHBIM I'eHe-
TUYECKUM KOHTPOJIEM PACTE€HMsI B COOTBETCTBMM C BHEUIHMMU M BHYTPEHHUMH YCJIOBUSMU. CuH-
Te3 caMuX (PUTOrOPMOHOB, KOTOPBIE 3aITyCKAIOT CUTHAJIbHBIE ITyTH, TAK)KE PETYJIUPYETCs MHOIMMU
redamu (Ilurankosa u ap., 2005).

Bosnpiryio ponb B packpbiTum (pyHKUIME (PUTOTOPMOHOB CHI'PAJIO M3yUYEHHE B3aUMOJIEICTBUS
Me:X/y TeHHOM ¥ TOPMOHAJILHOW Pery/isiiien pocTa y KapJIUMKOBBIX MyTaHTOB pa3IMYHbIX BUJOB pac-
tenuit (Mypomiie, ArauctukoBa, 1973; YaiinaxsH u p., 1977). ITokazaHo, YT0 BO3MOKHOCTH 0Opa-
30BaHMs Kax)J0ro U3 (pUTOrOPMOHOB pETYIMpYyeTCsl SKcIpeccuen onpeneaeHHbx reHoB (Kynaesa,
1978; IlInakos, 2009).

K Hacrosiemy BpeMeHM onpejie/ieHbl HEKOTOPBIE KJTI0UEBbIE T€HBI, COfIEpKallie IPOMOTOPHI,
YYBCTBUTEJIbHBIE U crieliupuveckre K (pUTOropMoHam, CBETy U JIpyruM (paktopam, U KOHTPOJIUPY-
I0IlIM€ MHOTHE BaXKHbIE MPOIIECCHl U ITAlbl )KU3HEAEATEBHOCTU pacTeHuil (porocuuTes, poromMop-
(orenes, (popMUpOBaHUE JMCTHEB, LIBETKOB, a30T(UKCAINS, SMOPUOTeHe3, CTApEHUE U TaK Jajiee)
(Ilecrakos, 1998; Nure-Beutomos, 2000).

JIOCTUTHYTHI yCIIeXW B M3YYEHHMH IMyTel OMOCHHTE3a HEKOTOPBIX KJIACCOB (PUTOrOPMOHOB,
MexaHu3Ma ux JiefcTBusi Ha MoJiekyisipHoM ypoBHe (McCourt, 1999; Kevin et al., 2002; HoBu-
KoBa u Jip., 2009; Pomanos, 2009). C nomoIipio MOJIEKYISIPHO-TeHETUUYECKUX METOJIOB OMpeesIeHbI
OT/EJIbHBIE TeHbI, KOHTPOJIMPYIOIIHE PEryasTOpHbIe OeKU-(EePMEHTHI, YUaCTBYIOIIHME B KACKQHOM
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MEXaHU3Me Perysiiud 3TanoB cuHTe3a duroropmonoB (PomanoB, Menseaes, 2006; Illemapos,
2000).

YacTUyHO M3yyeHbl MyTU NEPEAAYd CUTHAIOB OT (DUTOTOPMOHOB T10 1IETIU: PELENTOPbI — BTO-
pUYHBIE MECCEH/KEphl — crelrgpuUecKre reHpl. B o0mmx yeprax ucciaegoBaHbl MEXaHU3Mbl CHT-
HaJIbHBIX B3aUMOJIEICTBUI MEX/y Pa3HbIMU KJlaccaMy (DUTOTOPMOHOB U YCTAHOBJIEHA UX (PU3UOIIO-
rUYecKast poiib B PEryJIsIMA OHTOTeHETUYECKUX CTAAUN Pa3BUTHS PACTEHUH (Kak SMOPHOHATIBHOM,
TaK U MOCTIMOPHOHATIBHOM). PacKkphiTo yuactue (putoropMoHOB B (pOTOMOPOreHeTHIECKUX Mpo-
1ieccax, B MOBHIIICHUN YCTOWIMBOCTH PACTCHUI K HEOIaronpusATHHIM (DAKTOpaM OKPYKaIoIIed Cpe/ibl
u k natoreHam (Llpirankosa u ap., 2005).

3a mocnenHee BpeMsi HAKOIJIEHO MHOTO SKCHEPUMEHTAIBHBIX JaHHBIX 00 MOJIEKYJISIPHBIX
MPUHIMIIAX OUOTIOTMUYECKOTO OTBETA, KOTOPHIE TO3BOJISIOT IO HOBOMY TOIOMTH K IIOHUMAHUIO MeXa-
HU3Ma, [TIOCPEJCTBOM KOTOPOIO MIPOMCXOAUT B3aMMOJIEHICTBUE F'€HOB IPU HACJIEAOBAaHUY IIPU3HAKOB.

Kak u3BecTHO, 17151 BOCHPUATHS TeHEpUPYEMbIX (PUTOrOPMOHAMU CHTHAJIOB M MIX Tpeodpas3o-
BaHM$ B KOHEUHbII OTBET KJIETKM PACTEHUSI UCIIONB3YIOT Pa3JIMYHBIE 110 CBOEH CTPYKTYPHO-(DYHKIM-
OHAJILHOU opraHu3anuu xemocurnaiabubie cucreMsl (Ilnakos, 2009). B Hactosiiiee Bpems y pacre-
HUI XOPOIIIO UCCIIEIOBAHBI ABYXKOMIIOHEHTHBIE CUTHAJIBHBIE CUCTEMBI, B KOTOPBIX (PYHKIIMIO CEHCOPa
BBINIOJTHSIIOT KaK peLeNTOpHbIE TMCTUIMHKUHA3bI, TaK U CEPUH-TPEOHMHOBBIE IOTEMHKMHA3bL. Yepes
MOCPEACTBO PELIENTOPHBIX TUCTUIMHKMHA3 CBOM PETyIATOPHBIE 3(P(PEKTHI peasin3yioT ITUIEH U UTO-
KUHUHBL. Y A. thaliana v puca (Oryza sativa) BBISIBIEHO TPU CEMEUCTBA PELENTOPHBIX TUCTUIUH-
KHMHa3, TIepBOe M3 KOTOPHIX BKJIIOYAET B ceOsl peIenTOphl ITUIIEHA, BTOpoe — (POTOpErenTophl, B TO
BpeMsl Kak TpeTbe 00benHsIeT ructuauakuHa3sl AHK-cemeiicTBa, BKIoUaromye B ceOst IUTOKUHU-
HOBBIE PELENTOPbI U OCMOCEHCOpHBIE rMcTUIMHKMHA3bI (Hwang et al., 2002).

NccnenoBanus nocneiHux JIET 03HAMEHOBAJIM 3HAYUTEIbHBII IIPOTrPecC B MOHMMAaHUU MTPOLEC-
COB CHT'HAJIM3AIMX U OMOCHHTE3a IMTOKMHUHOB. DTH IOCTHKEHHSI CTAJIA BO3MOKHBI Oaroapsi 1mos-
HOU pacigpoBKe NMEPBOro pacTuTesbHOro reHoma (y Arabidopsis thaliana) v oTy4eHUIO MyTaH-
TOB C NOJaBleHHbIMU 3 dekTamMu IUTOKMHUHOB (PomanoB, 2008). MonekynspHO-TeHeThYecK1e
1 (pU3HONIOrMYECKUE UCCIIEJOBAHMUS STUX MYTAHTOB MO3BOJINJIO N30JMPOBATh M CEKBEHUPOBATh y apa-
ouporicuca rensl onocunrtesa (AtIPT1 — AtIPT9), iHaKTUBAllMM U CUTHATM3AUKA (PUTOTOPMOHOB
atoro kiacca (AHK2, AHK3 u AHK4/CREI) (Nishimura et al., 2004).

CpaBHUTENHLHO HEAAaBHO y apaduporncuca Obuto HanaeHo Tpu rena (AHK2, AHK3 w CREI/
WOL1/AHK4), xopupyiomux cencopusle ructuanakuHaszsl AHK2, AHK3 u CRE1/WOL1/AHKA4,
KOTOpBbIE SIBJISIOTCA MEMOpaHHBIMU perienitopamu iiuTokHUHOB (Riefler et al., 2006). MyTarwu ahk?2
—5, ahk3—7 v wol-1 B 3TUX TeHax 0OYyC/IOBJIMBAIOT Y paCTCHUI NHAKTUBUPOBaHMUE (DYHKIUI MeM-
Opannbix perientopoB ructuamHkuHaz AHK2, AHK3 u CRE1/WOLI/AHK4. B pesynbrare yero
y MyTaHTHBIX pACTEHHIA apaOuI0TICHCa CHIKAETCS YyBCTBUTEIBHOCTD KJIETOK K IIMTOKMHUHAM U T€HbI
MIEPBUYHOIO OTBETA MEPECTAIOT OT3bIBaThcsl Ha 3TH ropMoHsl (Higuchi et al., 2004).

Co3aHHble IBOMHBIE U TPOMHBIE MYTaHTBI 10 TEHAM peLienTopoB IMTOKUHKUHOB (AHK?2, AHK3
u AHK4/CRET) n03BONWIA YTOYHUTh POJIb OTIAEJIBHBIX PELIENTOPOB 17151 TEX WM UHBIX (PU3UOJIOTH-
YeCKHUX IMpOoIeccoB. B pesynbrate B X0zie pa3BUTHS PACTEHUsI ObUT BBISIBJIEH PsiJ] HOBBIX peryimpye-
MBIX [IUTOKUHUHOM IpotieccoB (PomanoB, 2008).

T. MuiyHo ¢ COTpyAIHHMKaMH JIOKa3ajiu, 4To ceHcopHble ructuamHkuHassl AHK2, AHK3
u CRE1/WOLI/AHK4 A. thaliana sBAsOTCS pelienTopaMu [IMTOKMHUHOB. B pesynbrare u3sIiHo
CIUIAHMPOBAHHBIX U OCYIIECTBJICHHBIX SKCIIEPUMEHTOB IOJYYEHbl HEOIPOBEPKUMBIE JOKA3aTesb-
CTBA yyacTHsi B liepefaye IIMTOKMHMHOBOTO cUrHaiga MemOpaHHbiX perientopoB AHK2, AHK3
1 CRE1/WOL1/AHK4 u npyrux 6eJKoB, UMEIOIIUX OTHOIIEHHE K OMOKOMITOHEHTHOM peryIsiTOPHOM
cucteme, B yacTHocTH, RR GenkoB B-tuma, obnasaomux (yHKIMenH TPaHCK pUTIIIMOHHBIX (PaKTOPOB
(Suzuki et al., 2001).
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