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PaccMoTpeHbl cOBpeMeHHbIe NPEeACTaBIeHUsS] O TOPMOHAJIILHOU Peryyisiiuu MpoleccoB 3aBs3bIBaHUS
MJI0J0B, UX POCTa, CO3PEBAHUS U JOCTUXEHUS UMU crieJlocTU. ONblJIEHNE U OTIJIOJOTBOPEHUE BbI3bI-
BalOT aKTUBAIIUIO CEMSIMOYKM B pe3yjbTraTe CHSATUS OJ0oKUpylollero neicteus 3tuieHa u ABK, uro
MPOSIBJISIETCS] B HAKOMJIEHUM ayKCUHA. MHTEHCUBHBIN POCT TuioAa OOYCIOBJIEH CUHTE30M ayKCHUHA B
3apOoXJalolIEMCSl CEMEHU U CUHTE30M IMO0epesIsIMHOB B epUKapre 1 OCYIIECTBISIETCS 3a CUET Aesie-
HUS U PaCTSIXKEHUSI €T0 KJIIETOK. Y KIMMaKTepUYECKUX COUYHBIX TJIOIOB CO3pEBAaHUE PETYJIMPYETCS DTH-
JIEHOM M OIUMChIBaeTcs Tak Ha3zbiBaeMoil Cuctemoii 1, coueTarolieii BO3MOXHOCTb aBTOMHTMOUPOBa-
HUS ¥ aBTOKaTaJIM3a STUJIEHOM CBOoeTo bumocuHTe3a. [lepexon oT co3peBaHMs K CMEJIOCTU B TUIOAAX TO-
Mara XapakTepusyercss OYpHBIM CHUHTE30M STUJIE€Ha M €ro pelenTopoB, 4YTO OMNpeaeaseTcs
GYHKIIMOHUPOBAHUEM peryasiTopHOit CucTeMBI 2, B KOTOPOU y4acTBYeT ropasao 0oJbllle 3TUIeH-NH-
nyuupyembix reHoB. Kpome Toro, B mjionax rnepcuka ropMOHajibHas peryJsiius nocreBaHus MjiojaoB
BKJIIOYAET aKTUBHOE y4acTHUE ayKCUHA B PETYJISALIMU OMOCUHTE3a 3TUJIeHa, YTO COYETAeTCs C MHIYKIIM-
ell TUJIEHOM 3KCIPECCUU TeHOB KaK OMOCUHTE3a ayKCUHA, TaK U OTBETa Ha ayKCUH. DTUJIEH UHIYLIU-
pYET 3KCIIPECCUIO0 TEHOB, OTBETCTBEHHBIX 32 pa3MsITYeHMe MSIKOTH TIO/Ia, €TO BKYC, OKPacKy U apoMar.
Y HeKIMMaKTepUYECKUX COUHBIX MJI0J0B 3TUJIEeHa 00pa3yeTcsl MpU CO3pEBAHUU OYE€Hb MaJlo, €ro BbI-
JleJieHue HECKOJbKO BO3pacTaeT TOJbKO B CAMOM KOHIIE TTOCTIeBaHUs, U ONUCHIBAETCS PeAyLIUPOBaH-
Hoit Cuctemoii 1. Crie10cTh HEKJIMMaKTEpUUECKUX TJI0A0B B c1a00ii CTENEHU 3aBUCUT OT dTUJIEHA, HO
CTUMYJIUPYETCsT aOCIIM30BOI KUCIOTOM.
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BBEAEHUE

Buonornyeckast posib TUIOOOB 3aK/IIOYaeTCs B
MONAEPXXaHUU CEMEHHOTO Pa3MHOXEHMSI PACTEHUIA,
a UMEHHO, B 3alllUTe Pa3BUBAIOIIMXCSI CEMSIH OT I10-
BPEXIEHUI U B pacIpPOCTPAHEHUU CO3PEBIINX Ce-
MsiH. I1noabl 0OBIYHO MPEACTABIISIIOT COOO0M pa3poc-
myecs 3aBsi3y (HMDKHME 4YacTHU TIECTHKA), KOTOPhIE
MOTYT TakXe BKJIIOYATh IPYruUe BJIIEMEHTHI LIBETKA,
HaTpuMep, BeToJI0Xe. IT101b MOXKHO pa3ae/uTh Ha
cyxue (600bI, CTPyYKH, KOPOOOUYKH, OPEXU U MIP.) U
COYHBIE (SITOIBI, KOCTSIHKM U Ap.). B KadecTBe MO-
JIeJIbHBIX TIOJOB B 0030pe OYIyT pacCMOTPEHEI CyXUe
1okl ropoxa (maoa 6006), apadbumoricuca (CTpy4oK)
M COYHBIE IJIOABI TOMAaTa (sIroja), mepcuka (CouHast
KOCTSIHKA) U 3eMJISTHUKM (JIOXKHAaS SIrojia, B KOTOPOI
ceMeHa HaxoIsSITCS Ha TOBEPXHOCTU Pa3poCIIerocs
COYHOTO 1IBETOJIOXA). MHOrue cyxue rioabl oojiaga-
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IOT PSIIOM TIPUCIIOCOONCHUM IJIST pacTpeCKUBAHUS
CTBOPOK M pacCEeMBaHMsSI CEMsIH, TOraa KakK COYHBIe
TUIONIbI MTOEIAIOTCS Pa3INYHbIMU KUBOTHBIMM, KOTO-
pble caMU CITOCOOCTBYIOT paCIPOCTPaHEHUIO CEMSIH B
HpUpoae.

PasButHe 11012 MPOUCXOAUT MOCJE OILIOJOTBO-
peHus, TapajuieJIbHO ¢ oOpa3oBaHUEM U POPMUPO-
BaHMUEM CEMAH, U HAYMHACTCS C 3aBA3bIBaHUA IJI0JAa,
TOCJIe YEero IO pacTeT B pe3yJibTaTe AeJICHUS 1 pac-
TSDKEHUST KJIETOK. BhIpocimii mion co3peBacT U 3a-
TEM MpEeBpaIlacTCs B CIEJIbINA IIOA, YTO COIPOBOXK-
JaeTcst U3MEHEHUEM ero KOHCUCTEHIINH, BKyca, 1IBe-
Ta U apoMaTta. B gaHHOM o0030pe Bech NEPHOL
pasBUTUSI TUIOAA Y HOKPHITOCEMEHHBIX pacTeHUM
pasjesicH Ha 4 3Tara: 3aBsI3bIBaHUE T1J104a, POCT, CO-
3peBaHMe U MOCIEBaHUE, XOTS TPaHUILIbI MEXIy HU-
MU Yy psgda BUOIOB HE BCEraa OTYCTJIMBO 3aMETHBI, U
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OKOHYaHWE OTHOTO 3Taria MOXKET COIPOBOXKIATHCS
HavaJIoM ciienytomiero. Tem He MeHee, 9T 2Tallbl Oy-
YT paCCMOTPEHBI IT0 OTACIHLHOCTH, YTOOBI ITOKAa3aTh
UX crieur@uKy 1 0COOEHHOCTU TOPMOHAJIBHOM pery-
gsauuu. [puHUMNObBl (GYHKIIMOHUPOBAHUS MOJIEKY-
JIIPHBIX CHUCTEM W HaIpPaBICHHOCTb PETYISTOPHBIX
MEXaHN3MOB, OTBETCTBEHHBIX 3a Pa3BUTHE M CO3pe-
BaHHME CYXUX M COYHBIX ITUIOAOB, UMEIOT MHOTO 00-
mux 9epT (Seymour et al., 2013).

3ABA3BIBAHUE TTJIOJA

HavanbHble 3Tanbl MJIOJAOHOIIEHUS CXOAHBI Y
CYXMX Y COYHBIX TJIONOB. [0 omnblIeHUs B 3aBsI3H,
W3 KOTOpO# OyneT GopMUPOBATHCS TII0MA, HE TPO-
UCXOJUT MPEABAPUTEIHbHOU MOATOTOBKHM K 3aBS3bl-
BaHUIO Twiona. Ilepen omblLieHWEM 3aBsi3b 1IBETKa
apabujorncuca Noaaep>XKuBaeTcsi BpEMEHHO B He-
aKTUBHOM COCTOSIHUM B pe3yjbraTeé He TOJbKO
HU3KOTO COJiepXXKaHusl ayKCUHA U TPUCYTCTBUS €T0
koHbloratoB (Dorcey et al., 2009), Ho u wu3-3a
O4YEeHBb HU3KOTOo coaepxanus ruooepeimHoB (I'K).
Tak B 3aBsi3u 1BeTKa ropoxa I'K nmpakTtuuecku oT-
cyrctByeT (Garcia-Martinez et al., 1991), a B 3aBs-
31 TOMaTa ypOBEeHb OMOJOTMYECKU-aKTUBHOTIO
ru66epennuHa 'K, cocrasisieT Bcero 0.2 HT/T ChIp.
Beca (Serrani et al., 2008), 4To cormacyeTcst ¢ OT-
cyrctBuemM MPHK peuentopa 'K GIDI1 (Serrani
et al., 2008) u mpucyrcteueM DELLA 6enkoB — pe-
MPEeCCOPOB CUTHAIbHON CUCTEMbI TMOOEPENIMHOB
(Dorcey et al., 2009; de Jong et al., 2009). B He-
OTIBIJIEHHBIX 3aBs3sX ToMaTa ooHapyxeHbl MPHK
HECKOJIbKMX perpeccopoB ayKCMHOBOTO CHUTHaja
(Aux/IAA) (Serrani et al., 2008); mpu HU3KOM
YPOBHE ayKCUHAa 3TU OEJIKU MOTYT B3aUMO/JIEiCTBO-
BaTh ¢ hakTopamu TpaHckpuniuu ARF (auxin-re-
sponse factor) (Serrani et al., 2008) u 6;10KUpOBaTh
9KCIIPECCUI0 ayKCUH-3aBUCUMBIX TeHOoB (de Jong
et al., 2009).

HeakTuBHOE COCTOSTHME CEMSITIOUKM MOAACPXKU-
BaeTCs TaKKe MHTEHCUBHBIM 00pa3oBaHUEM 3TUJIeHA
B LBeTKax IETyHMM M B 3aBg3u Tomata (Sjut,
Bangerth, 1981; Tang , Woodson, 1996; Vriezen et al.,
2008) 1 aKTWUBHOW 3KCIIpecCUeil T€HOB, KOIUPYIO-
IIMX CHMHTe3 abcumu3oBoii KuciaoTbl (ABK), — Heo-
KCAaHTUHCHUHTA3bl U IMOKCUTEeHA3bl 9-cis-3MOKCUKa-
potuHouaoB (Vriezen et al., 2008).

OnbUieHNe 1 TTOC/eIyIoIIee OIUIOA0OTBOPEHUE MIPU-
BOJST K PE3KOMY M3MEHEHMIO OalaHca (GUTOTOPMOHOB
1 aKTUBALlUM COOBITHI B ceMsrouke. OHU KacaroTcs B
MNEPBYIO o4yepelb OCIa0JeHUsI MHIUOMPYIOIIEro Acii-
ctBust ABK. Ee ypoBeHb TTOHIKaeTcs B 3aBsI3W ToMaTa
B pe3yJibTaTe 3KCIpeccuu reHa 8'-ruapokcuiiazbl ABK
(Vriezen et al., 2008) — dbepmeHTa, MpeBpaIIarOIICTO
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ABK B HeakTMBHEBIC (paseeByI0 U TUTUIPOPA3ECEBYIO
KUCJIOTHL.

BropeiM akTuBUpyOmmM (GaKTOPOM SBIISIETCS
CHIKEHUE BbIICIICHUST 3TUJIeHA. XOTSI caMO OIIbLIe-
HMEe MHAyUupyeT cuHTe3 TpaHckpunToB ALLK-cuH-
Ta3, ¢epMEeHTOB, KAaTAIU3UPYIOIIUX CUHTE3 aMUHO-
HUKJIonponaHkapooHoBoii KuciaoTtel (ALK) —
npeamecTBeHHUKa aTwieHa (Vriezen et al., 2008),
yKe gepe3 12 9 1mociie oIbliIeHusT 00pa3oBaHNUE 3TH-
JIeHa TajaeT B pe3yJibTaTe OciablieHUsl SKCIIPEeCCUU
renoB ALIK-okcuma3z ACOI1 n ACO5 B 20 u 37 pas, co-
OTBETCTBEHHO.

[1aBHBIM COOBITHEM, BEOYIIUM K 3aBSI3BIBAHHIO
TUTONA, STBJISIETCS TIOBBIIICHWE COAEPKAaHMS ayKCUHA
B OIUIOHOTBOPEHHOM cemsmodyke tomara (Mapelli
et al., 1978; Sjut, Bangerth, 1981), XxoTs 11oka HesICHO,
CBSI3aHO JIM OHO C OMOCHHTE30M ayKCHHA WM C THII-
POJM30M €TO KOHBIOTaTOB. [1pH IMMOBBITIIEHUH YPOBHST
ayKCHHA YCUJIMBAeTCs 9KCIIpeccust TeHOB Aux/IAA n
ARF (Serrani et al., 2008; de Jong et al., 2009; Sey-
mour et al., 2013), yTo cBUIETEIBCTBYET 00 aKTUBa-
I CUTHAJIBHOM CUCTeMBI ayKcrHa. Takylo aKTuBa-
IO MOKHO BBI3BATh 00pabOTKOM HEOITBIJIEHHBIX 3a-
BsI3e ayKcuHOM  2,4-n1mxitiopeHOKCUYKCYCHOM
kucnorou (2,4-J1), Ho He Tu66epeTMHaMu (Serrani
et al., 2008). BHoBp cuHTe3upoBaHHBIE Aux/IAA
GeIKM OBICTPO TOIBEPTAIOTCST TTPOTEOIU3Y C TTOMO-
b0 YOUKBUTHH-TIPOTEaCOMHOM crcteMbl (de Jong
et al., 2009).

CrnenymoiiuM coObITUEM, TPUBOASIIUM K 00pa-
30BaHUIO TUIoNA, SIBJISETCS MHAYKIMS T€HOB OMO-
cunre3a 'K, Bei3BaHHas aykcuHoM (Serrani et al.,
2008; Dorcey et al., 2009; Ozga et al., 2009). Ha
puc. la BUIHO, YTO 3KCITpeccusi FeHOB OMOCUHTE3a
I'K HauuHaeTcs1 yxe 4yepe3 2 4 mocjiae o0paboTKu
3aBsi3u apabmporicuca aykcuHoMm 2,4-J1 (Dorcey
et al., 2009), ogHako o6padboTka 'K He BEI3BIBAET
WHAYKLIMU B3THUX TEHOB. DKCIIPECCUs] TEHOB OMO-
CUHTE3a TUOOEPEeUTMHOB TIPOUCXOAUT TOJBKO B
OTJIOJOTBOPEHHON CeMsIMoUKe, HO He B IlepuKapIie
oynyuero mioga (puc. 16). Ha comatuyeckux 3a-
pobliiax parca ObLIO MOKa3aHoO, YTO IS YAJIUHE-
HUSI OCU 3apojblilia ONITUMalbHasd KOHILEHTpALIUS
I'K mocturaercst Mexxay craauMeid TOpIieao M Hada-
JIoM pa3BuUTHUs cemsigoneii, mpuueM 'K geiicTByer
TOJBKO Ha POCT, a He Ha jaejieHue kJjeTok (Hays
et al., 2002).

TakuM o06pa3oMm, OIUIOAOTBOPEHUE 3amycKaeT
WHAYLAPOBAHHBINA aykcuHaMu cuHre3 'K B passu-
BalOIIMXCsI CEMEHaX B TEUCHME MEePBBIX TPEX CYTOK
(Dorcey et al., 2009). 3a 310 BpeMsl B ceMsIIIOUYKe
apabujgoricuca IPOUCXOAUT IKCIIPECCUST YeThIpeX
reHoB GA20ox (xopupylomux I'K20-okcuna3sy, rmpe-
Bpamawinyio I'Ks; B I'K,), Tpex renoB GA3ox (Ko-
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Puc. 1. Dkcnpeccust reHOB OMOCHHTe3a THOOEPEJUTMHOB B ceMsITIouKe 1 niepukapre apadbunorncuca (Dorcey et al., 2009). (a) —
BpemeHHO6IT X0 3Kcnpeccun reHoB nocie 06padorku 3apsizu 10 MkM 2,4-J1 unu 330 MxM I'Kj. (6) — DKenpeccust TeHOB B

cemsmnouke (C) u nepukapre (IT) mo u mocie onbuIeHMS.

mupyromux ['K3-okcunasy, OTBETCTBEHHYIO 3a IIpe-
BpaimieHue I'K,, B I'K,) u uernipex reHoB GAZ2ox
(I'K2-okcuna3sbl, npeBpaiatoiiieii aktuBHbiin 'K, B
HeakTuBHbIN ['Ky). Takum mytem obecrieunBaeTcs U
CUHTE3 brosiornyecku akTuBHOro I'K; 1 ero nHak-
TUBALIMS. YK€ KO BTOPBIM CYTKaM B apabuoricuce
CTAaHOBUTCS BO3MOXXHBIM (PYyHKIIMOHUPOBAHUE CUT-
HaJIbHOM cucteMbl 'K Omaromapst nerpagaiiuu 0e-
kKa RGA, otHocsmierocs K cemeiictsy DELLA pe-
npeccopoB (Dorcey et al., 2009).

B 3aBs3s1x TOMaTa TakXke MpOUCXOIUT UHIYLIUPO-
BaHHbI ayKCMHOM CHUHTe3 (DEPMEHTOB, y4acCTBYIO-
mux B oopazoBaHuu 'K, a uMeHHO enf-Komanuaan-
docdarcuHTa3bl (KI1I04eBOro (pepMeHTa Ha Hadajlb-
HoMm oatare OumocuHre3a I'K), I'K20-okcmpasel u
I'K3-okcumassr (Serrani et al., 2008), B pe3yibraTe
Yyero ypoBeHb TIPEAIIeCTBEHHUKOB OWOJOTUYECKU
aktuBHoro I'K, pesko Bospactaer (I'K;q B 20 pa3, a
I'K,; — B 100 pa3) (de Jong et al., 2009). B npucyt-
ctBuu I'K obHapyxuBaeTcst aKcHpeccus Ipearoia-
raemoro peuenropa 'K (Serrani et al., 2008). I'K cTu-

myJmmpyeT Takke gerpagaumio DELLA pemnpeccopa
CcBoel curHayibHOI cuctembl (de Jong et al., 2009).

I1pu 3aBs3biBaHuM TLUI0A0B ropoxa (Ozga et al.,
2009) oO11ast TeHAEHIIMSI TOPMOHAIbHOM peryIsiiumn
coxpaHsieTcs, HO 3Kcrpeccusi reHoB ornocunTe3a 'K
B CEMSITIOUKE MPOTEKaeT BO BpeMEeHHU HECKOJIBKO M0~
nHomy. Cpasy nocije oraoaoTBopeHus B 19 pas ycu-
JIuBaeTcs TpaHcKpunuus reHa GA3ox1 v 3aTeMm Tia-
JIaeT B TCUEHUE CYTOK. AHAJIOTUYEH X0/ 3KCIPECCUU
reHoB GA2ox1 1 GA20x2, 94TO TIPUBOJUT K CHUKE-
HUIO YPOBHS obpa3oBaBlierocs B cemsinouke 'K, B
TeYeHHUE TePBBIX IBYX CYTOK. 3aTeM B TEYECHME I10-
CIIeIYIOIINX YeThIpeX OHEM IMPOUCXOIUT aKTUBHAas
SKCHOpEeCcCUst TeHOB, KOAUPYIOIINX KONaIIanudoc-
darcunrazy, I['K20-okcumazy m I'K3-okcumazy
(Ozga et al., 2009).

Takum nmyTemM pa3dBopayurBalOTCsI COOBITUS B pa3-
BUBAIOIIIEMCSI CEMEHU B pe3yJibTaTe OIUIOAOTBOPE-
HUs ceMmsnodyku. CoOCTBEHHO WHUIIMALIMS POCTa
TJIoJla HAYMHAeTCsd HEMHOTO Mo3Xe — B TJIoIaX ro-
poxa mepukKapIil HaYMHAeT PacTU B TEYEHUE BTOPHIX
cyToK nocie orutogorBopeHus (Ozga et al., 2009).
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Puc. 2. [leiicTBre ayKCMHOB Ha 3KCIPECCUIO TeHOB OMOCUHTE3a rTMO0epe/UTMHOB B MIepUKapIrie ropoxa yepe3 12 4 rociie ynaie-
HUSI CEMEHU U3 3aBs13U, OMBIJIEHHO 3a IBOE CYTOK /10 Hayasa akcnepumeHTa (Ozga et al., 2009). [epukapn o6padoran 50 MkM
NYK unu 4-CIl-UYK. Dkcnipeccus reHa PsGA20o0x 1 (a) u skcripeccus reHa PsGAZ2ox 1 ().

MmMeHHO Ha 1ulomax ropoxa pocT IMepukapria yaa-
JIOCh U3YYUTb IOCTATOUYHO IMOAPOOHO, MOTOMY UTO
Jlaxke 10 OMNbLIeHUS pa3Mep OyayIlIuX CTBOPOK (Iie-
puKapI) miaoga moctatoyHo Beauk (7—10 mm), u
MOXHO JIETKO OTIIeJIMTh MepUKapIl OT 3a4aTKa cemMe-
Hu. [ pocta mepukapria HEOOXOIUMMO TPUCYT-
CTBUE CEMEHM KaK UCTOYHMKA ayKcuHa (Ozga et al.,
2009). YnajmeHue ceMeHM IOCJE OIJIOJOTBOPEHUS
yXe yepe3 12 4 IpuBOIUT K OCIabJIEHUIO 3KCITpec-
cum reHoB 6uocuHTe3a 'K B mepukaprie, yepes 24 u
BbI3bIBAaET pe3koe nageHue ypoBHs 'K, u I'K, 1 ue-
pe3 48 u I'K He obHapyxkuBaoTcs. Yepe3 72 4 pocT
3aMeUISIeTCSI, M, €CJIM MepuKaprn He o0paboraTh
ayKCMHOM WJIK rub0epe/yinHoM, K 96 4 pocT 1mioaa
MpeKpaTUTCs U MJoj onajaeT. PazBuBatonuecs ce-
MeHa MHAYLUUPYIOT B nepukaprie cuHre3 'K, HeoO6-
XOAUMBIX JIJISl €70 POCTa.

B oTcyTcTBUE CeMSIH 3KCIIPECCUIO TeHOB CUHTE3a
I'K MoxxHO BbI3BaTh 00pabOTKOI Hepukapmna Impu-
POIHBIM ayKCMHOM. B ciydyae ropoxa mpuUpOmHBIM
ayKCMHOM  SBJseTCs  4-XJIOP-UHAOJUIYKCYCHAsI
kucyora (CI-UYK). DTOT ayKCMH WHIyLUMpPOBaJ
akcnpeccuto reHoB GA20ox I (puc. 2a) u GA3ox 1 yxe
yepe3 2 4 mocjie o0paboTKU, TOTAAa KaK OOBIYHBIN
ayKCUH — MHAoauIykcycHast kuciaota (MYK) tako-
ro a¢dekra He okaszbeiBall. CI-MYK Takke OBICTPO
CHMXaJla 3Kcnpeccuio reHa GA2ox1 (puc. 20), 3a-
Nep>KuBasi TeM caMbIM nHaKTuBaluio 'K, u npoane-
Bas Tepuon ero aktuBHoctu. OgHako, CI-UYK He
ObL1a crtocoOHa BhI3BaTh MHAYKIIMIO FreHa KONaJInI-
nudocdarcunTasbl (CPSI), To ecTh He ObLIa CHO-
COOHa aKTMBUPOBATh HayaJbHbIE 3TAITbl OMOCUHTE-
3a I'K (Ozga et al., 2009). BoamoxkHO, 4TO 3(hheKT
CI-MYK KOCBEHHO CBSI3aH C €€ CITOCOOHOCTbIO MH-
rnoupoBaTh naeiictBue 3TuieHa (Johnstone et al.,
2005).
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M3 npuBeneHHbIX JAaHHBIX CIEAYET, UTO ayKCUH
pa3BUBaollerocs ceMeHu uHaynupyeT cuHTe3 'K B
nepukaprie ceMsiH ropoxa. B cemeHax apadbugorncuca
cuHTe3 'K mporicxoamuT B ceMeHax U o6pa3oBaBIlIve-
ca tam I'K nepenBurarorcsa B nepukapm (Dorcey
et al., 2009).

Y MHOruMx pacTeHuil onMcaHoO pa3BUTHE TaK Ha-
3bIBa€MbIX MapPTEHOKAPMUYECKUX MIOA0B, KOTOPbIE
pa3BUBAIOTCS O€3 OTbLIEHU S /ONIOA0TBOPEHUS U HE
cojepxar ceMsiH. Kak cienyetr u3 yxe Tpencras-
JIEHHBIX JaHHBIX, OTCYTCTBME€ CEMEHM BO BpeMs
WHULMAWW TJ10Ja MOXHO 3aME@HUTh 00paboTKOM
npupogHbiM ayKcuHoM wiau I'K. Eciam tpancmopt
MNYK n3 3aBs13u WM U3 BEPXYIIKU CTEOJISI 3a0I0KM-
poBaH, TO MapTeHOKApNMUYECKUH IUION y TOoMaTa
pazoBbeTcd nmon BaustHueM 'K (Serrani et al., 2010).
PazBuTtusi mapTeHOKapIuMyeckoro rMjoja ropoxa
MOXHO JOOUTHCS, yIAIMB BEPXHIOIO YacTb CTEOJIS;
toraa Bech 'K, cCMHTEe3MpOBaHHBII B OCTaBIIEMCS
JIUCTE, TIOCTYIIUT B HEOIIOJOTBOPEHHYIO 3aBs3b,
3aMEHMB Te€M caMbIM JelicTBUe 3K3oreHHoro I'K
(Garcia-Martinez et al., 1991). OnucaHo obpa3zoBa-
HUE MapTeHOKapNUIeCcKuX IJ0J0B apadbuaoncuca B
ciiyyae 3aMoyikaHusi reHoB ['K2-okcupas, 4To
npeaoTBpallaeT MHaAKTUBALIUIO MMEIIIEerocsl B 3a-
Bsi3u HeOosblioro konuuyectsa I'K; (Rieu et al.,
2008). PazBuTHe mapTeHOKapMUYECKOTO MIoaa ap-
Oy3a 0e3 OmNbLICHUS/OMIOAOTBOPEHUS WM TIOCHe
omnbLIeHUs obaydyeHHo# nbuibloi (Myca, Calewm,
2010) MOXHO OBLIO OBl OOBSICHUTH ACHCTBUEM
VMEBILMXCS B CEMSITIOUKE MaJIbIX KOJIUYECTB TOPMO-
HOB M aKTWUBallMeil WX CUTHAJbHBIX CUCTEM, IO-
CKOJIbKY M3BECTHBI Cllyyan obpa3oBaHUsl MapTEeHO-
KapnuyeckKruX TIJIOAOB TOMATOB M apabuaorcuca
MpU HapylIeHUU 3Kcrnpeccuu reHoB Aux/IAA (Wang
et al., 2005) unu ARF (Serrani et al., 2008; Goetz
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ConepxxaHue rudoepe/inHoB Ha 10-blii IeHb MOCIe OMbLIEHUS 3aBsI3U TOMaTta WiK nocjie oopadbotku 2,4-J1, HT/T ChIp. Beca.
Konuenrpauwms 2,4-J1 200 ur/10 Mk 5% stanona (Serrani et al., 2008)

I1pemmecTBeHHUKM
3apsian AKTUBHBI Karadonut HeaxkTuBHbIi1
'K, I'Kyg I'Kg
I'Ky9 'Ky
Heorpuiennsie 0.5 0.3 0.2 0.1 0.6
Heonbiennsie + 2,4-J1 10.0 22.2 5.3 5.7 31.5
OnbUIEHHBIE 8.7 26.6 1.1 9.7 22.9

et al., 2007) B OTCYTCTBME OIJIOJOTBOPEHUS, a TaK-
>Ke IpM 3aMosikaHuu reHa DELLA, y4acTBYIOIIEro B
WHaKTUBalMM curHajibHoii cucteMbl 'K (Marty
et al., 2005).

POCT IJIOJA

3aBsi3aBUIMICS pacTYILIU 10 XapaKTepu3yeT-
Cs1 HAaKOIUIEHUEM B IepUKapIe ayKCMHOB, a TaKXke
runo0epeJIMHOB, CUHTE3 KOTOPBIX MHAYLMPYETCS
aykcuHaMu. [eHbl cMHTe3a ayKCuHa 3KCIPECCUpy-
IOTCSI B CcaMOM Hayajie pocTa IUloga Tomarta
(Lemaire-Chamley et al., 2005) u nepcuka (Bonghi
et al., 2011). HakomineHnue TpaHCKPHUIITOB T'€HOB
KOMIIOHEHTOB CUTHaJbHOW CHCTeMbl ayKCHHOB
(nstu renoB Aux/IAA u nByx reHoB ARF) nocJie 06-
paboTtkm 2,4-]1 HabmogaeTcs B IIepuKapIie ToMmara
K 5-omy mHIO mociie ombuieHMs (Serrani et al.,
2008). INepBblii TMK yPOBHS ayKCHMHA B PacTyIIUX
MJI0/IaX TOMAaTa IMIPUXOIUTCS Ha 8-0if IeHb, BTOPOIT —
Ha 30-b1i1 (de Jong et al., 2009).

B pacTymiux riogax ropoxa 3HJIOT€HHBIN ayK-
cuH Cl-YK, oOpasyooluuiicss B ceMeHax, CTUMY-
nupyet ouocuHTe3 I'K B mepukapiie ropoxa B Teue-
HUe TIepBBIX 2—5 mHel mocae omnbuieHus (Ozga
et al., 2009).

VYpoBeHb 3Kcnpeccuun oTAeabHBIX TeHoB 'K20-
OKCHIa3 BO BpeMsl pocTa Mepukapra B Ijogax To-
MaTa CYyIIeCTBEHHO oTaudaercsa (Serrani et al.,
2008). Ha 5-w1it meHp IIpeoObJiagaeT 3KCOpPECCUs
IBYX TeHOB — GA200x I n GA200x2, Ho oHa ocjabe-
BaeT K 10-My JHIO U MTpaKTUYECKU MpeKpalllaeTcs K
20-my gH10. DKcnpeccust TeHOB GA200x3 v GA200x4
MIPOUCXOIUT ropa3go MeHee aKTUBHO, U K 20-my
IHI0 GA200x4 yXe He 3KCIIPECCUPYETCS, TOIma Kak
GA200x3 mpoaoskaeT ciabo TpaHCKpUOUPOBaThCS.
WHayK1ys 3TUX TeHOB ayKCMHAMU MPUBOJIUT K Ha-
KomJieHu1o npeamectBeHHUKOB 'K u 6uosiornye-

cku aktuBHoro 'K, (tabauua), a Takxke K NpuUcyT-
cTBUIO yXe “oTpabortaBiiux” 'K — HeakKTHMBHOro
I'Kg u xarab6onura 'K,y (Serrani et al., 2008). C
BO3pPAaCTOM UHAYKIIMS ayKCUHAMU T€HOB OMOCUHTE-
3a 'K ociabeBaet.

Ilpu TpaHCKPUNITOMHOM aHa/IM3€¢ T€HOB 3aBs3eit
TOMaToB, obpadoTaHHbIX 'K, 110 cpaBHEHMIO C OMBI-
JICHHBIMM 3aBSI3SIMH, Uepe3 TPOE CYTOK OBIJIO OOHAPY-
KeHo, 4To 1o neiictBueM camoit I'K moBbimaercs
aKcripeccus 152 TeHOB M CHMKAETCST BKCITPECCHS
94 reHos (Vriezen et al., 2008). Kpome toro, I'K, kak
W OIbUICHHWE, YCUIMBAET 3KcIpeccuio 193 reHoB u
MOHIKAIOT 3Kcnpeccuio 246 reHoB. Cpeaud TeHOB,
nHaynupyembix kKak I'K, Tak u omnbuieHMeM, B
MEepBYIO O4Yepeb Halo OTMETUTh T'€HbI, 00YyCJIaBIMBa-
[olIMe AeJieHNe KISTOK U KOOUPYIoIe oOpa3oBaHUe
pAla HUKJIMHOB, IKJIMH-3aBUCUMBIX KUHA3, OEIKOB
BepeTeHa U TUCTOHOB. Hapsany ¢ HUMu, MHTEHCUBHO
obpasytorcss MPHK 6enkoB, y4acTByOIIMX B MOOM-
¢uKaMy KIETOYHBIX O0O0J0YEK IIPU PaCTSKCHUU
KJIETOK, a UMEHHO, MeKTaTAua3bl, IEKTUHMETUIAC-
Tepasbl, 9KCTeHCHHA, 1,4-B-TIroKaHa3bl, KCUJIOTITIO-
KaH-3HIOTPAHCIJIMKO3MJIa3bl U IPYTUX.

HeitctButenbHO, ayKCcUHBI U 'K BBI3BIBAIOT MH-
TEHCUBHBLII POCT IUIOAA, IPUYEM ayKCHUHEI B 0OJIb-
1Iei cTereH! BIMSIOT Ha JejeHue KIJIIETOK, a Thooe-
peJUIMHBI — Ha UX pacTskeHue (Serrani et al., 2008).
M3BecTHO, 4TO B IIoJaX TOMATOB JeJICHUE IJIUTCS
10—14 nHeit, a pacTsikeHue (yBeJMUYEHUE KJIETOK B
00BeMe) — rociienylonne 6—7 Heaenb (de Jong et al.,
2009). B miomax ropoxa pocT mpojoJKaeTcs: 6osee
20 mHel, IpuYeM MaKCUMYM CKOPOCTHU POCTa ITPUX0-
mutcs Ha 4—8 mHu (Ozga et al., 2009).

Pactymumii mmon ropoxa oGjamaeT OOJIbIION aT-
Tparupylouieil CmocoOHOCThIO 1 10 8—12 mHS SBJISI-
€TCAd OCHOBHbLIM aKLCIITOPOM IIPUTCKAIOIINX aCCu-
MUWJISITOB, 3aT€M 3Ta POJIb MEPEXOAUT K UHTEHCUBHO
pactymuuMm cemeHaM (Ozga et al., 2009). LIluTtokuHu-
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Puc. 3. lnHamMuKa BbIIeJIeHUs] 3THIIEHA mogamu Tomara (Jiang, Fu, 2000) (kpusas 1) v 3emisiHuku (Janetta et al., 2006) (kpu-

Bast 2) B TeUEHME CO3PEBaHUS U IIPUOOPETEHHUS CIIEJIOCTH.

HBI IPUHUMAIOT YYaCTHUE B PETYJISIIIUN JCJICHUS KJIe-
TOK CEMEHU U TIepUKapIia; M3BECTHO, YTO B IJIOIaX
nepcruka OUKINH D3 akKTMBHO CHMHTE3UpPYeTCsS W B
pa3BUBAIOIIIEMCS CEMEHM U B Me30KapIie, HO B ceMe-
HU YyBCTBUTEJILHOCTb K IMTOKWUHUHY Bblllle (Bonghi
et al., 2011). PocT njiona aonuHa CONMPOBOXAACTCS
B riepBble 10 mHet MHTEHCUBHBIM ITPUTOKOM IITMTO-
KMHUHOB 110 (pJ109Me U KCujieMe IIBETOHOXKH, TIpe-
MMYILIECTBEHHO B BUJe pu0031/1a 3eaTUHA U B MEHb-
mei crerieHu nuruapo3earuHa (Emery et al., 2000),
TaKXKe YYaCTBYIOIIMX, MO-BUAUMOMY, B PeTYISLIUU
ZIeJIEHNS KJIETOK. BO3MOXHO, 4TO HaKOTJICHUE 111 -
TOKMHMHOB CBsI3aHO ¢ BhI3bIBacMbIM 'K 3amemie-
HUEM 3KCIPECCUM TeHOB 3€aTUH-TJTIOKO3MJITPaHC-
depassl U 3eaTMH-KCHIO3WITpaHCdepa3bl, ydacT-
BYIOLIIUX B KOHBIOrauuu UUTOKUHUHOB (Vriezen
et al., 2008).

Cyl111ecTBEHHO, YTO B pe3yJibTaTre ONbIJICHUS WU
neicrus 'K moHMXKeHa 3Kcnpeccust TeHa pelernTo-
pa stuneHa ETR6, reHOB, KOAVPYIOIIUX KOMITOHEH-
ThI TTyTH TIepeIavyr CUTHaja 3TUJIeHa, U TeHOB CUHTe-
3a stwieHa (ALK-cuntaz ACS1, ACS2 n ACS6 u
AllK-okcunaz ACO1, ACO3, ACO4 u ACOS) (Vriezen
et al., 2008). KpoMme Toro, moHmxeHa 3KCIIPECCHUs I'e-
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HOB cuHTe3a 1 pacnaga ABK (HeokcaHTUHCUHTA3KI U
JUOKCUTEeHA3bl 9-Cis-3TTOKCUKAPOTUHOW/IOB).

Takum obpazom 'K, cuHTe3upyeMEble B pacTylleM
TJI0/IE, CITOCOOCTBYIOT OCIa0JIEHUIO IKCIIPECCUU Te-
HOB, KOAUPYIOIIMX (PepMEHThl CHMHTe3a 3TUJICHA U
KOMITOHEHTHI MyTU TIepeaadyu ero CUrHajaa, a TakxKe
BBI3BIBAIOT OocjiabiaeHue cuHTe3a ABK, Ho uHayLUpy-
IOT IIPOrpaMMbl, OTBETCTBEHHBIE 3a OCYILLIECTBJICHUE
JIEJICHUS U PACTSIKEHUSI KJIETOK.

KIIMMAKTEPUYECKHE
N HEKIIMMAKTEPUYECKHUE TTJIObI

Co3speBaHue 1 TTOCTIeBaHUE TUIOIOB PETYJIMPYETCS
Pa3IMYHO y KIMMaTepUYECKUX U HEKJIMMaKTepuye-
CKMX COYHBIX TUI0J0B. K TTepBbIM OTHOCSITCSI TOMATHI,
SIOJIOKM, TPYILU, CIMBBI, IEPCUKU, aBOKAJIO, Tararis,
KUBU, OaHaHbI, IBIHU, apOY3bl, THIKBbI, @ KO BTOPHIM —
BUHOTpA, 3eMJISHUKA, MajJMHa, BUIIHS, aHaHacC,
LIUTPYCOBBIE U TIEPELl.

OTUJIEH SBSETCSI OCHOBHBIM (DPUTOrOPMOHOM,
PETYJIMPYIOIIUM TIEPEXON KIIMMAKTEPUUYECKUX 3pe-
JIBIX (HO HECIIEeNBIX) TUIOAOB K CIIEJIOCTH (pa3Msirdye-
HUIO, TPUOOPETEHUIO OKPACKU 1 apoMara).

2%k
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TonbKO y KIIMMaKTepUYECKUX TUIOIOB TIpeBpallie-
HUE UX B CIeJIbIe COMPOBOXIAeTCs OypHOIl aKTUBa-
el ObIXaHWs W BBIICICHUS STUJIEHA; COOTBET-
CTBEHHO, 00paboTKa IIOJOB 3TUJIEHOM YCKOPSIET Te-
PEXOJ OT 3PEJIOCTH K CIIEJIOCTH.

HexnmmakTepryeckue IIoabl 00pas3yloT ropasiao
MEHBIIIE dTUJICHA, 1 00paboTKa 3TUJIEHOM HE YCKO-
pseT ux mnocneBaHue (Janetta et al., 2006; Pech
et al., 2012). Paznuuunsa B ”HTEHCUBHOCTH BbIACIEC-
HMS DTUJIEHA OTYETJIMBO BMAHBI Ha puc. 3. He-
CMOTPSI Ha HEKOTOPYIO pa3HUILY B CITOCOOE pacueTa
KOJIMYECTBA BBIIECJICHHOTO 3TUJIEHA, BUIHO, 4YTO
KJIMMaKTepUIECKUE TLUIOABI TOMATA BBIAEISIOT 3TH-
JIeHa MpUMEPHO Ha MOPSA0K OOJbIIe, YeM IO
zeMIstHUKU. KonudecTBo »TUlIeHa, obpa3yeMoe
HEKJIUMaKTEepUIECKUMHU TJI0JaMU, HACTOJIbKO Ma-
JIO, YTO JOJITOC BPEMSI CYUTAIOCH, YTO TAKHUE IO
COBCEM HE BBIIEISIOT 3TUJIeH. JuHaMuKa o6pa3o-
BaHUS 3TUJIEHA TOXE HEOAMHAKOBAa, B HEKJIMMaK-
TEPUUYECKUX IJIOJAX €T0 MOIbeM MPUYPOUYEH TOIb-
KO K CaMOMY KOHIIy Tieproja ImociieBaHus. Y HeK-
JIMMaKTepUYECKUX ILIOAOB HE  MOPOUCXOIUT
noabeMa MHTEHCUBHOCTU IBIXaHUS B Hadaje Io-
CIIeBaHUSI.

PaccMoTpuM, Kak peryampyloTcss co3peBaHUe U
MOCIeBaHue Y THITMYHOTO KIIMMAaKTepUUEeCKOTO TI0-
Jla — ToMaTa W TUIIMYHOTO HEKIMMAaKTEePUIECKOTO
IUI0JIa — 3eMJISTHUKM.

PETYJIALNA CO3PEBAHUSA
KIIMMAKTEPUYECKUX ITJIOJOB
CospeBaHne MPOUCXOAUT B ITIIOHAX, 3aBEPIITUB-
X pOCT. BU3yambHO cO3peBaHME IIPOSIBIISIETCS Y
IUTOIOB TOMAaTa B MU3MEHEHUH OKPACKU OT 3eJICHON K
JKeJITOBaTO-PO30BATOM!.

JLJ1st He3pesbIX MJI0A0B B IIepPUO/ ITPEeBpaIlcHUS MX
B 3peJIbI€ XapaKTEPHO OTHOCUTEJILHO C1abo¢e BhlIeJIe-
Hue stuieHa (cMm. puc. 3). UMeHHO neiicTBue 3Tuie-
Ha JISKUT B OCHOBE PEry/IsIMU co3peBaHus (1 gajee
MOCIICBaHMS) KJIIMMaKTepUUIECKUX TUI0J0B. MHOTO-
YUCJIEHHBIMU WCCIIENOBAHUSIMUA TI0Ka3aHO, 4YTO B
IUIO0IaX KOHTPOJUPYIOTCS KaK CUHTE3 3TUJICHA, TaK U
MyTh TIepeIadyr CUTHAJa OT 3TUJICHA K 3TUJICH-PETy-
JIMpyeMbIM TeHaM.

BuocuHTe3 aTUIIEHA OCYIIECTBIISICTCS B 1BA STara.
CHavaa u3 S-ageHO3WIMETHOHMWHA oOOpa3yeTcs
AIIK ¢ momomipio ALLK-cunTaszsl (ACS), mocie yero
ALK okucisiercd no stwieHa non neiicteueM ALLK -
okcunaassl (ACO) (Alexander, Grierson, 2002). Cko-
pocth oOpazoBanust AILIK muMuTHpyeT CKOpPOCTH
CUHTE3a 3TUJIeHA

Ilepemaya curHaja oT 3TUJIEeHA BKJIOYAET €ro
peleIiunio, aKTUBAllMID CePUH/TPEOHUHOBON KU-
Ha3bl, pochopunrpoBanme PakTOPOB TPAHCKPUII-

OMM U B3aMMOAEUCTBUE C MPOMOTOpPAMU I'€HOB-
MHUIIEHEN, YTO IPUBOAUT K HaYaIy UX TPAaHCKPUII-
nuu. CoBpeMeHHbIE MPEACTaBIeHUS O (PYHKIIMO-
HUPOBAHMUM CUTHAJBHOW CHCTEMBI 3THJIEHA M3JI0-
XKeHbl B 0030pe Shakeel u ap. (2012). Peuentopst
ATUJIEHA IIPEACTaBISIOT CO0OI WMHTeTrpaJibHbIS
MeMOpaHHBIE O€JIKM, HaxXOASIIMeCsS B 3HIOILIA3-
MaThuyeckKoMm peTukyiayme. IlepBoe momceMeiicTBO
peuenropoB BkiIodaeT ETR1 u ERS 6enkn, BTO-
poe — ETR2, EIN4 u ERS2 6enku, oTnnyaionmecs
TEM, YTO PELENTOPhl BTOPOTO IOACEMECTBA UMeE-
IOT OOIOJHUTEIbHBI TpaHCMEMOpaHHBIM TOMEH,
CBS3BIBAIOIIMI 3THIICH. Bce pemenTopsl ¢pusmue-
cku accouuupoBaHbl ¢ CTRI1 (cepuH/TpeoOHUH K-
Ha30i1), objagaiolleii MpOTeMHKNUHA3HON aKTUB-
HocThlo (Klee, Giovannoni, 2011; Pech et al., 2012).
B orcyrcTBue atunena CTR1 nongasisieT pyHKIIMO-
HUpOBaHUE BCEW LIeTIN TepeJauyu CUrHaa.

Kak To1pK0 MosieKyJia 3TUJIeHa CBSI3bIBAETCS C pe-
LIENMTOpPOM, CUrHaj nepenaetcs mno uenu. [peamnona-
raercsi, YTo AUMEpPbI peleNTOPOB 0Opa3yIOT B MEM-
OpaHax KJjlacTephbl, YTO CIIOCOOCTBYET UX B3aUMOIeii-
crButo (cross-talk) m ammumdpukanuyM CcuUrHajaa
(Shakeel et al., 2012). I1pu ycuneHuu obGpa3zoBaHUs
3TUJIEHA U ero 0OoJIbliieli peleniuuy nepeaada CurHa-
Jla K OTWIEH-UHAYLUPYEMbIM F'eHaM CTAaHOBUTCS 0O-
nee apekTBHOMN. B mepenaye curHana ot peuenTo-
POB 3TUJICHA YYaCTBYET psiJi KOMITOHEHTOB. B pe3yib-
TaTe CBsI3bIBaHUSI 3TWieHa ¢ peuentopoMm B CTRI1
MPOUCXOAST KOH(pOPMAlIMOHHBIE U3MEHEHMSs, 4UTO
npuBoaut K nHaktuBauuu CTR1 n gedochopunm-
POBaHUIO CJIEAYIONIET0 KOMITOHEHTA CUTHATBHOU CU-
cTeMbl — TpaHcMemOpaHHoro Oenka EIN2, takxke
JIOKaJIM30BAaHHOTO B SHIOMIa3MaTUUYE€CKOM PETUKY-
Jyme. BoicBoGoxnatoiiuiicss C-TepMUHAIbHBIN 10-
meH EIN2 Murpupyet B siIpo, U CUTHAJ IepeaaeTcs
Ha sIepHble KOMIIOHEHThl CUTHAJIBHON 1IETIN, OCY-
IIECTBSIIONINE  3TUJCH-3aBUCUMYIO  PETYJISILUIO
TpaHckpumnuuu reHoB (Shakeel et al., 2012). Otu
dakTopbl TpaHCKpUNLUU mnpeacTtaBieHbl EIN3 wu
EIN3-like (EIL1 u EIL2) 6Genkamu, KOTOpbIE COeTU-
Hsitotest ¢ ERF (ethylene-response factor) anemeHTa-
MM, KOTOpbI€ B CBOIO OUYepellb CBSI3bIBAIOTCS C IPO-
MOTOpaMU TeHOB-MUILIeHel. Takux TeHOB-MUIIIe-
HEW, MTHIYLIMPYEMbIX 3TUJICHOM, MOXET OBITh 10 85y
tomaToB (Pech et al., 2012). Tak ocyiecTBisieTcs
CTRI1-3aBucUMBI ITyTh TIepedayM CUTHaJa 3TUJIeHA,
XapaKTepHbI JII MHOTUX 3TUJIEH-PETYIUPYEMBbIX
npoieccoB B pacteHuu (Shakeel et al., 2012).

151 co3peBaroluX MIOA0B PEryJIsiiuio OMOCUH-
Te3a 3TUJIeHA U Tepegavy CUrHasaa K 3TUJIeH-3aBUCU -
MBbIM F€HaM MOKHO MPEACTaBUTh ce0e CXeMaTUYeCKHU
(puc. 4a) kak GYHKIIMOHUPOBaHME TaK Ha3bIBaeMOM
Cucremnl 1 (Klee, Clark, 2004). OHa xapakTepu3sy-
eTcsl, BO-NIepBbIX, HU3KOW UHTEHCUBHOCTbBIO BbIJE-
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Puc. 4. CxeMbl yyacTust 3TWJICHA B PETy/ISLIMU CO3PEBaHUS U TTOocHeBaHus tioaoB. (a) — Cucrema 1 B co3peBarolInX IIoAaX
ToMaToB. (6) — Cucrema 2 B CCIOIIMX IJIoAax ToMaTa. (B) — B3amMoperynsiims mocrneBaHUs IUIONOB IEPCUKA 3TUJICHOM U
aykcuHOM. (r) — Cucrema 1 B crietomux rutogax 3emiusiHuku. ALLIK — npenmectBenHuk atueHa; ACS — ALLK-cuHTa3sa;
ACO — AllK-okcupnaza; ETR u ERS — peuenrtopsl atiiieHa. TIR — penenTtop aykcuHa; Aux/IAA n1 ARF — KOMIOHEHTBI
CUTHAJIbHOM cucTteMbl aykcrHa; PIN — perynsitop mosisipHOro TpaHcropra aykcuHa. CTpeakaMu 0603HauyeHa CTUMYJISILIMS,
|— 0603HaYeHO MHTMOKUpoBaHue. CUTHAIbHASI CHCTEMa STUJIEHA YCIIOBHO 0603HaYeHa MHOroToYreM. [IITpUXOBBIMU TUHUSIMU
0003HaYeHa MHIYKILIUS TeHOB 3TWJIEHOM. JIBOMHBIMU IITPUXOBBIMU JTUHUSIMU (B) 0003HaUY€HA MHAYKIIMSI TEHOB ayKCUHOM.
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JeHus dTuiaeHa (puc. 3), NOCKOJIbKY BHayajie ak-
TUBHO DKCIIPECCHpPYETCsI TOJbKO omuH reH AIIK-
CUHTa3bl U3 AeBsATH, a MeHHO ACS6 (Jiang, Fu,
2000; Pech et al., 2012). Ero skcmpeccust mmpekpa-
11aeTcsl K KOHILy Tepruoia CoO3peBaHus 1O IPUHIIM-
Iy OTpHUIIATEILbHON OOpaTHOM CBSI3M B pe3yibraTe
HaKOIUICHUs 3TUJIeHa; ToaToMy CructeMy 1 Ha3bIBa-
0T aBToMHruoupyemoii. Iennr apyrux AILIK-cuHTa3
ACS1 n ACS3 skcripeccupyloTcs ¢liabo M KOHCTUTY-
THUBHO B T€UEHHE BCETO MEPHUOIa CO3pEeBaHU TUIOIA
tomara. [locienyiomme TeHbl, y9acTBYIOIINE B CHTH-
Te3e OSTWiIeHa, a WMeHHO TeHbl AlIK-okcmmasser
(ACO1 u ACO4) (Pech et al., 2012), B 3eJIeHBIX ILIO-
Iax B3Kcrpeccupymorcsa Takxke cnabo (Nakatsuka
etal., 1998).

Bo-BTophix, Cuctema 1 xapakrepusyeTcs ci1aboii
9KcIpeccueil reHoB peuentopoB 3TwieHa (Klee,
Clark, 2004). 13 Bcex reHoB ETR B cO3peBalOIINX
IUI0IaX TOMAaTOB BKCIIPECCUPYIOTCS TOJLKO JBa —
ETRI v ETR2, npuyem ETRI TpaHCKpUOUpYyeTCs B
5 pa3 aKTUBHee. DKCIpeccusi reHa MoJ0XUTEJIbHOTO
perynsitopa EIN2 mocTostHHaA B TeUeHUE TIepruoa co-
3peBaHUsI TJ10[a Y HE PETYJIMPYETCS] STUICHOM.

YcuneHne HaKOIUIEHUSI 3TWIEHA MPOUCXOIUT B
cepenurHe TIeproJa co3peBaHUs barogapst IKCIpec-
cuu reHoB AllIK-okcnnaser ACOI n ACO4, a Takxke
reHoB emie 1Byx ALIK-cunraz ACS2u ACS4, nanynu-
poBaHHBIX camMmuM 3tuiieHoM (Nakatsuka et al., 1998;
Jiang, Fu, 2000; Pech et al., 2012) B pe3ynbTaTe 4ero
obecrieunBaeTCss UHTEHCUBHOE 00pa30oBaHUE 3TUIIE-
Ha B co3peBamomux miogax. [lepexom mroma K mocrie-
BaHUIO CBSI3aH C IIpeKpalleHHeM 3KCIIPECCUU TeHa
ACS6 (Jiang, Fu, 2000) n BpeMeHHO# MHAYKLIVEH Te-
Ha ACO3 (Pech et al., 2012) B nepron MexXny KOHIIOM
CO3peBaHUS U HAYaJIOM MOCIeBaHUs IJ10a.

HenaBHO MosSIBUIMCH CBEIEHUSI O TOM, YTO B ILJIO-
Jlax ToMaTa Mo AeCTBUEM 3TUJIEHA MOXET SKCIpec-
cupoBaTbcsl TeH GR (green-ripe),4To MPEMNsITCTBYET
nepexoay Tiona K cnesoctu. [lonararot, 4to nepena-
Yya curHaja K aToMy reHy ocyiectnisiercss CTR1-He-
3aBucuUMbIM nyTeM (Shakeel et al., 2012).

PETIVJIAOMA ITOCITEBAHUA
KIIMMAKTEPUYECKUX TIJIOAOB
Y OonbLIMHCTBA KIMMAKTEPUYECKUX IUIOLOB 0
Iepexona K CIeJOCTU CHUXKAETCS COAECPXKAHUE ayK-
CHMHA B Pe3YyJIbTaTe MOBLILIEHHOMN 3KCIIPECCUU TE€HOB,

OCYIIECTBJISIONIMX KOHBIOTalIMI0 ayKCMHOB (Schaffer
etal., 2012).

Yyactue 3TUIeHa B IpeBpallleHUH 3pesioro rioaa
B CIIEJIbIii OOYCJIOBJIEHO €ro MHTCHCUBHBIM CUHTE-
30M, KOTOPBII OMUCHIBAaeTCAI KakK (DYHKIIMOHHUPOBA-
Hue Cucrtemsbl 2 (puc. 40). B otiinuue ot Cucremsi 1,
OHa XapaKTepu3yeTcsl, BO-TEPBbIX, OyPHBLIM BbIEJIC-

HHUEM 3TUiIeHa (CM. puc. 3), TUIIMYHBIM JIJISI COYHBIX
KITMMaKTepUIeCKHNX TTonoB. MHTEHCUBHEIN CUHTE3
3TUJICHA TIOAAEPXKUBAETCSI MO TPUHLIMITY aBTOKaTa-
Jmr3a (TOJOXUTEIbHOM OOpaTHOI CBSI3M), TO €CTh
BBIICIISTIOIINIACS STWICH WHIYIUPYET 3KCIIPECCHIO
reHoB, yyacTBylolux B ero 6uocuHtese (Klee, Clark,
2004; Pech et al., 2012). ABTOMHTMOMPOBAHUS CUHTE-
3a aTmiieHa B CucreMe 2 He MPOMCXOOUT. DTHUIIEHA
CHHTE3UpYyeTCs TaKe OOJIbIIe, YeM HYKHO TSI aBTO-
KaTajiu3a U JUISI MHIYKLIUU TeHOB, KOAUPYIOIIUX MO~
crieBaHMeE TUIOJIOB; OAHAKO, BTOT MPOIIeCC He HYXKIa-
eTCcsl B KaKOM-JIMO0 MeXaHN3Me MHAKTUBAIINH, TIOTO-
MY 9TO M3OBITOK 3TWJIEHA JIETKO TUMGYHINPYET U3
TKaHMU.

dyukumoHupoBaHue CUcTeMbl 2 NOAAEPKUBAET-
Cs1 TIPOAOJIKAIOIIEICSI KOHCTUTYTUBHOM 3KCIIPECCH-
eit reHoB ALIK-cunTta3 ACSI u ACS3 u ycuanBaeTcs
BCJIEACTBUE NAJbHENUIIIEN MHIAYKIIMU STUIECHOM DKC-
npeccun reHoB aByX npyrnx ALIK-cunrasz ACS2 n
ACS4 (22, Nakatsuka et al., 1998). AkruBauus 3Tux
IBYX (hepMEHTOB OoOecrieuynBaeT OypHOE BbIIEJICHNE
atwiieHa B Cucteme 2 (Klee, Clark, 2004; Pech et al.,
2012). CuuteiBanue reHa ACS3 mpexkpalmaercs 10
3Tana nokpacHeHwus 1rogoB. Ob6a rena ALIK-okcu-
na3 (He Toibko ACO 1, Ho u ACO4) B CucteMe 2 MHAY-
LIMPYIOTCSl 3TUJIEHOM, YTO B 1I€JOM MNOMIEPXKUBAET
AKTUBHEBIN CUHTE3 3TUJICHA.

Bo-BTopbhix, CucrtemMa 2 XxapakTepu3yeTcsl WH-
TeHCUUKAIIUEN SKCIIPECCUU TE€HOB PELIENTOPOB
satuieHa. B 20 pa3 Bo3pacraeT 3KcIIpeccusi reHa
ERSI (NR) B OoTBeT Ha BCIUIECK YPOBHS 3TUJICHA;
pe3KO yCcHIMBaeTCsl TakKe B Hadalie MOCHeBaHUS
sKkcrnpeccuss reHoB peunenropoB ETR4 m ETRS
(ocobenno FETR4) Ha ¢oHe IIpomorKalolIeiics
KOHCTUTYTUBHOM aKkcripeccum reHoB ETRI v ETR2
(Klee, Clark, 2004). Korna obpa3zoBaHMe 3TUJIEHA
MaKCUMaJIbHO, CUHTE3 PEeleNnTOPOB TOXE MaKCHU-
MaJieH, YTO IPUBOJUT K OBICTpOI Mepegadye CUrHa-
Jla Ha 3TUJIEH-UHAYLUpYyeMble TeHbl. M3 anemMeH-
TOB CUTHQJIbHOM CUCTEMBI TOJILKO DKCIIPECCUS Te-
Ha CTR yculuBaeTcs IIOA JEMCTBMEM OSTUJIEHA
(Klee, Clark, 2004). OctanbHble KOMITOHEHTBI CUT-
HaJIbHOM CUCTEMblI CUHTE3UPYIOTCS C MMOCTOSIHHOM
ckopocTthio. EIL ¢pakTOpHI TPAaHCKPUTIIINY aKTUBH -
pyioT akIpeccuio aByx reHoB FERF (ERF2 n
ERF3b), n3 xoropsix uMmeHHOo ERF2 (ethylene-re-
sponse factor) urpaet B Cucrteme 2 3aMeTHYIO POJIb
B WHAYKIIMM TE€HOB, OTBEYAIOIIMX Ha YyCUJIEHUE
cunte3a atuiieHa (Pech et al., 2012). YnaneHue oT-
paboTaBIIMX OEJIKOB CUTHAJbHOU CHUCTEMBI OCY-
1IECTBJISIETCS MO YOUKBUTUH-TIPOTEACOMHOMY Iy~
THW; Takas Jerpajgalnus onucaHa IJisl Tpex pelenTo-
pOB 3TUJIEHA MOCJe CBS3bIBAHUS UMM STUJIECHA U
st EIN3 6enka (Klee, Giovannoni, 2011).
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ComnocraBneHue Cucrtembl 1 u Cucrtemsl 2 B OT-
JIeJIbHbIX KOMITOHEHTAaX ObLIO MPOBEIEHO HA MHOTUX
KIIMMaKTepUUeCKUX ITJIoAaxX, HalmpuMep, Ha CIIMBax
(Fernandez-Otero et al., 2006; Fernandez-Otero
et al., 2007) u nepcukax (Pech et al., 2012), u B ie10M
COOTBETCTBYET TMPEACTABICHUSIM, pa3pabOTaHHBLIM
Ha IUI0JaX TOMAaTOB, XOTS BUIOBBIC OTIWYMS TaKKe
oboHapyxens! (Pech et al., 2012).

HemaBHO 06HapyXeHBI HECKOJIBKO (haKTOpPOB
TPAHCKPUILIMU, KOTOPbIE TaKXe yJ4acTBYIOT B pery-
JISIMA TIOCTIEBaHMST TUIONOB, OCHCTBYSA Ha ITare,
npenmectByiomeM aeiicrBuio atuieHa (Klee, Gio-
vannoni, 2011; Pech et al., 2012). OHu onuchIBaIOTCS
Kak Hekue dakropsl pa3Butus (developmental fac-
tors), komupyembie MAJIC-00Kc reHaMu pa3BUTHUS
(Seymour et al., 2013).

[1aBHBIM cpead HUX cyuTaloT (hakKTOp TpaH-
ckpunuuu RIN (Manning et al., 2006), KOTOpBIi MO-
XKET CBS3BIBATbCS C MPOMOTOPAMM TE€HOB IPYTrux
daxkTopoB TpaHckpumnuuu. Ceilyac M3BECTHO, UTO
RIN BbI3BIBacT 3KcHpeccuro reHoB cuHTe3a AIIK
(ACS2 1 ACS4), reHOB, OTBETCTBEHHEBIX 3a pa3Msrde-
HHUE KJIETOYHbIX 000JI0UeK (MOIUTalakTypOHa3hbl, ra-
JlaKkTaHa3bl 1 9KCMIAaHCUHOB), 32 TIPUOOpETEeHNE TITIO-
laMU1 apoMaTta (JIMMOKCUTeHas3bl, ajJKaroabAeruapo-
reHasbl U TUAPOTIEPOKCUINA3BI) U CIEJI0ro OTTeHKa
(dburoencunTasbl) (Seymour et al., 2013). Kpome To-
ro, RIN ygacTByeT B ITOIaBJIEHUU 3KCPECCUU OOJTb-
muHcTBa reHoB ARF (Kumar et al., 2011).

HccnenoBanue aeiicTBUS 3TUJIEHA HA TPAHCKPUII-
LIMIO Pa3IMYHbIX TEHOB B CIICIOLIUX IJI0AaX MepCcUKa
MoKaszajao, 4YTO 3TWJIEH YCWUJIMBAET TPaHCKPUITLIUIO
67 TEHOB U PETPECCUPYET TPAHCKPUIILINIO 44 TeHOB
(Trainotti et al., 2007). Hapsiny ¢ aTujieHOM oOHapy-
KEHO OEVWCTBUE U OPYroro MHAYKTOpa TPaHCKPUII-
MU — ayKcUHa (Ha(TUIYKCYCHON KUCJIOThI), KOTO-
PBlii BBI3BIBAET IKCIPECCUIO 8 TEHOB M peIipeccUpyeT
akcrnpeccuto 12 reHoB. CoBMecTHO 00a ropMoHa
YCUJIUBAIOT BKCIIPECCUIO ellle 35 TeHOB U MOIaBJIsSIIOT
aKcmpeccuio 36 reHoB. M3BeCTHO TakKe, 4TO ITOCTIE
3aBepIICHUST CO3pEeBaHUS B TIOJAaX TOMaTa IMPOUCX0-
IuT uaMeHeHue myTh OumocuHTe3a MYK (Epstein
et al., 2002). IToaToMy BCTaeT BOIIPOC O POJIU ayKCU-
HOB (OTIEJBLHO U B CBSI3U C 3TUJIEHOM) B IOCTUKEHU U
MJI0AaMU CHEJIOCTH.

Ha puc. 4B noka3aHa cxeMa BO3MOXKHBIX B3aMO-
MEPECECUCHUN MyTEN PEryJIsiILUuU 3TUJIEHA U ayKCHUHA
Ha OCHOBaHUU U3YYCHUS CIICIOIIMX ITIJIOAO0B II€pCHUKa
(Trainotti et al., 2007). CienyeT OTMETUTD, 4YTO B OT-
JIMYMe OT OONIBIIMHCTBA TUIONOB, Y KOTOPBIX COAEP-
>KaHWe ayKCUHA MafaeT K Havaly ocneBaHusl, B ILJI0-
Jlax mepcukKa CMHTE3 ayKCMHOB B IleprKapre Ha0JIo-
nmaetcs yepes 100 mHel mociie oIbIIeHUS U COBIagaeT
C KJIMMaKTEepUYECKHUM COCTOSIHUEM ILIOAa U MHTEH-
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CUBHBIM oOOpazoBaHueM atwieHa (Trainotti et al.,
2007).

DTujeH MHAyHUpyeT 3Kcrpeccuio reHa AILIK-ox-
cuaasbl M reHa peuenrtopa aTuieHa ETR2, HO TeHbl
AIK-cuHTa3pl M Ipyroro pelenTtopa 3TWUeHA U3
rpynnbl ETR2, cuHTe3upyeMOro MpU pa3sMITr4eHUN
ioaa, THAYLUUPYIOTCS TOJAbKO ayKCUHOM. TakuM 00-
pa3zom, 00a ropMOHA yJacTBYIOT B PETYJISILIUU 3TUJIE-
HOBOTO ITyTH.

B cBo0 04epenb ayKCMHBI MHIYLMPYIOT HE TOTBKO
CBOM OMOCHHTE3 Yepe3 MHAYKIIMIO TeHa TpunTogaH-
CHHTa3bl 3, HO U oOpa3oBaHUE NBYX KOMIIOHEHTOB
CBOEe#l cCUTHaJIbHOU cucteMbl Aux/IAA. DTuiieH He-
CKOJIBKO YCUJIMBAET 3KCIIPECCHUIO CICIYIOIIEro 3Jie-
MEHTa CUTHaJIbHOM cucteMbl ayKcnHa — ARF (auxin-
response factor) v, Kpome TOro, MUHIAYLIMPYET CUHTE3
oenka PIN, HeoOxomuMoro Ajsi MOJSIPHOTO TpaHC-
opTa ayKCHHa.

DTUIIEH U ayKCUH He TOJBKO BIIMSIOT Ha PETYIIsI-
TOpPHBIE YT APYT APyTa, HO M MOTYT COBMECTHO pe-
TYJIUPOBATh IKCIIPECCUIO psiia TeHOB: IBYX T'€HOB,
KOIOUPYIOIINX perenTop aykcuHa 7/R 1, ogyH 13 Ko-
TOPBIX AKCIIPECCUPYETCS B 3PEJIbIX IUIOAX, a APYTOM
MIpU Iepexoe K CHeJIOCTH; YeThbipeX reHoB Aux/IAA
U TpexX reHOB ARF, OTHOCSIIIMXCS K CUTHAJIBHOM CH-
creMe aykKcmHOB. KpoMe Toro, o6a ropMoHa COB-
MECTHO MOTYT PEIIPECCHUPOBATh TeHBI IBYX PEIETITO-
poB aykcuHa, AByX Aux/IAA v nByX ARF cUTHaJIbHbBIX
(hakTopoB (Ha cxeme He ykasaHbl) (Trainotti et al.,
2007).

Crnenyet 1006aBUTh, YTO HECKOJIBbKO I'¢HOB OKa3a-
JIOCb HEYYBCTBUTCJIIbHBIMHU U K OTUJICHY U K ayKCHUHY.
K HuM oTHocsATCS TreH MHOoI-3-Tiuiepodocdar-
CUHTa3bl, yYaCTBYIOIIIE B CUHTE3€ ayKCHMHAa, IeH pe-
unenTopa aTwieHa ETR1 u red omHoro ARE

TakuM 06pa3oM, CTAHOBUTCS TOHSTHBIM, YTO B
MOCIIEBAaHNU TUIOJOB YYacTBYEeT CJIOKHAsT B3aMMO-
TMEeUCTBYIOIIAsI CUCTEMA PETYIISIIINI TBYMSI (DUTOTOP-
MOHAMHU — BTIJICHOM M ayKCHHOM, obecrieunBaio-
II1ast TapaHTUPOBAHHOE MOBEIeHIE TUIOIOB IO CIIEIO-
TO COCTOSTHUS M pacIpoCTpaHEeHUE CEMSTH.

IMpouecchl, MpuBOASIINE K Pa3MSITYCHUIO IIJIO-
JIoB, noapooHo onucaHbl lapooit (2004). B kie-
TOYHBIX CTEHKAX MSIKOTH ITJIOJOB COXPaHSIETCSI COOT-
HOILIEHWE TeKTUHA, FeMUIIEJUIIONO03 U 1IEJUTIONO3HI,
HO MEHSIIOTCSI X CTPYKTypa U cocTostHre. boblinyio
poJib B 3TUX IPEBpallieHUSIX UTpaeT PyHKIIMOHUPO-
BaHUE (PEPMEHTOB, CUHTE3 KOTOPBIX ObLJI MHAYLIMPO-
BaH B CIIEIOLIMX II0aX 3THIeHOM. CaMbIM CHJIBHBIM
IIpeoOpa30BaHUSIM IIOJBEPrailoTcss IeKTUHBbI. OHU
COTIOOMJIM3UPYIOTCS C TIOMOIIIBIO B-TalaKTO3MIa3Hl,
o-apabMHO3MAA3kI U -rajlakTaHas3bl, NeaTepuduiim-
pylOTCs TIOJ ASMCTBUEM ITE€KTUHMETWUJIICTEpa3bl U
TUIPOJIU3YIOTCS MEKTaTIMa301 U IOoJIMrajakTypoHa-
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3aMu. [eMUIIE/UTION03bI KCWIOTTIOKAHBI TTOABEpra-
JOTCST JETNOJIMMEPU3allii, B KOTOPON NPUHUMAIOT
yudactue 3H10-1,4-B-rmokaHas3a u sH10-1,4-3-MaH-
HaHa3a. Ocobas poiab NPUHAMIEXNUT STUIEH-UHIY-
LIUPYEMOMY CUHTE3Y 9KCITAHCUHOB — OEJIKOB, 0C/1a0-
JISIOIINX BOJOPOIHBIE CBSI3M MEXAY MOJEKYIaMU
KCWJIOTJTIOKAHOB ¥ MUKPOGUOPUILIAMY LIEJLTIOIO3BI,
YTO MPUBOIUT K HAPYIIEHUIO XECTKOM CTPYKTYPHI B
TUTOAAxX.

[TpuobpeTeHneM apomara cresible TIoAbl 00si3a-
HBI (QYHKIIMOHMPOBAHUIO pSIIa 3TUICH-UHIYLHPYeE-
MbIX (pepMeHTOB. B mocmeBatomnumx miogax ToMara
CUHTEe3 14 N1eTy4nx COeAMHEHUI, ONPEaeIISIONINX 3a-
nax IJIoAoB, MpUypodeH K moyiHoi criesioctu (Klee,
Giovannoni, 2011); 3TwieH WHOYLUPYET 3KCIIPEC-
CUIO TeHa, KOAUPYIOIIEr0 OKUCIUTEbHOE Ae3aMu-
HUPOBaHUE apOMaTUYCCKNX AMUHOKHUCJIIOT, UTO IIPU-
BOJUT K CUHTE3Y psiila apOMaTUUECKUX KOMIIOHEHTOB
u3 ¢deHunaraHuHa. [IpuobpereHrueM apomara crie-
JIble TIJIONBI SIOJIOHU 00sI3aHBI aKTUBHOCTU 3TUJICH-
WHAYLAPYEMBIX JIMIIOOKCUTECHA3bl, OCYIIECTBIISIO-
el CUHTe3 reKcaHalsl U TeKCeHaJIsl, U aJKOToJib-
aumiaTpaHcoepassl (XKy u ap., 2005). B nmiogax AbIHU
STWIEH PEryJIMPYyeT CUHTE3 JIETYYMX apOMaTUUECKUX
a¢upos (Pech et al., 2012).

Slpkast okpacka TUIOIOB IOCTHTAeTCs OGiraromaps
STWICH-UHAYIINPYeMOMY CUHTe3Y (hepMEHTOB, yJacT-
BYIOIINX B OMOCHHTE3€ aHTOIIMAHOB, a TAKKe KapOTH-
HOUIOB ((DUTOMHCUHTA3bl M JIMKOMHWH-[3-IIUKIIA3bI)
(Marty et al., 2005; Klee, Giovannoni, 2011).

PETYJIALNA ITOCITEBAHUA
HEKIIMMAKTEPUYECKUX TTJIOJ10B

TopMoHanbHas peryasiys HeKIMMaKTepUIeCKnX
TUIOJIOB M3y4yeHa ropaslio cjiadbee u J0 CUX MOop HeT
YeTKOTO MpPeACTaBlIeHUs, KaK OHa OCYIIIECTBIISIETCS.
EnvHCTBEHHBIM M3BECTHBIM (DUTOTOPMOHOM, KOTO-
pblii HEINMOCPEACTBEHHO CTUMYJMpYeT MOcHeBaHue
mwionoB 3emisiHuKHY, saBisieTcss ABK (Jia et al., 2011).
beneroiine 3penbie oAb, obpadboraHHbie ABK B
KoHLeHTpauuu 0.5 MKM, 3a Heaeslo MpeBpallalTcs
B TEMHOKpAaCHbI€ MJIOAbI, TOrAa Kak HeobpaboTaH-
HbIe TUIOJbI 32 3TOT CPOK JIaKe He yCreBaloT MOPO30-
BeTh. B miiomax mpoucxoaut akcIpeccusi TeHa, KoJau-
PYIOLIETO CUHTE3 AUOKCUTEeHa3bl 9-Cis-3MOKCUKAPOTH -
HOUJZIOB, KaTaJM3UpPYIOIIell CHUHTe3 KCAaHTOKCHMHA —
npenmectBeHHUKa ABK, 4To puBoguUT K pe3komy
Bo3pacTtaHuto conepxanusg AbK; kpome Toro, B 1uio-
Jax 3eMJISTHUKU uaeHTuduumposan perentop AbK
PYRI1 (Chai et al., 2011).

O0paboTKa 3TUJIICHOM He BIIMSIET HM Ha co3peBa-
HMEC, HU Ha ITOCII€BAHUCE IJIOA0B 3€MJIAHUKMN. B OTJIN-
yye OT KJIMMAKTePUUYECKHUX TIJIOAOB, TUICH HEJIb3sI
cuuTaTh Tpurrepom atux IpoieccoB (Pech et al.,

2012), Tak KaK 3Kcnpeccus OONBIIMHCTBA T€HOB IIPU
MOCIEBAaHMU HE 3aBUCUT OT BTUJICHA.

BrigeneHue aTuiaeHa odeHb ciaabdoe (puc. 3) M OHO
HECKOJIBKO YCHJIMBAETCS TOJLKO IIPU ITOKPACHEHWU
TJIOJOB U COTTPOBOXKIAETCSI CHHTE30M TPeX pelenTo-
poB aTuiaeHa. B HUX pyHkumoHupyeT ToJabKo Cucre-
Ma | peryjJsuuum CUHTe3a 3TUJieHa, IpuYeM B peay-
nupoBaHHou ¢opme (puc. 4r) (Trainotti et al.,
2005). DTUNeH UHAYLIUPYET SKCIIPECCUIO r'eHa TOJIb-
kKo omHoM ALIK-okcmma3el M OOHOro pelernropa
ATUJICHA.

B pesynasrate padotbel CuctemMbl 1 NPOUCXOAUT
3TUJICH-UHAYLUPYEMbIA CUHTE3 IBYX (pepMEHTOB —
MeKTaTIna3bl U B-TIIOKaHa3bl, IPUHUMAIOIINUX yJa-
CTHE B pa3MsIryeHuu 1ioaoB. I1o cpaBHEHMIO C KU~
MaKTepUUYECKMMHU II0JaMU, POJIb 3THUJIEHA 3[eCh He-
3Ha4YuUTeJIbHA. B M1ogax BMHOIpaga 3TUJIEH CTUMY-
JIUpyeT OMOCHHTE3 aHTOLIMAHOB M TPAHCKPUITLIMIO
reHa ajJKoTroJIbAeTuAporeHasbl — (pepMeHTa, y4JacT-
BYIOIIIETO B CUHTE3¢ apoMaTU4YeCKMX BEIIeCTB, a B
IJI0JIaX IIMTPYCOBBIX CTUMYJIMPYET IKCIIPECCUIO I'eHA
XJ10poduiiasbl, UYTO BbI3BIBAET MOTEPIO 3€JICHOM
okpacku (Pech et al., 2012).

AYKCUHBI CTUMYJIMPYIOT POCT M CO3peBaHUe TIJ10-
JIOB 3eMJISTHUKU, HO 3aTeM OeJible TJI0Abl HAUMHAIOT
omanath (Liu et al., 2011), HecMOTpsI Ha TO, YTO MPU
CO3pEBAaHMM ayKCUH YCWJIMBAJ SKCIPECCUI0 TeHa
AlIK-okcunasel ACOI v reHoB Aux/IAA. B crietoiux
TU10/1aX MPOUCXOANUT CHUXKEHUE YPOBHS SHJIOTEHHO-
ro ayKCHHAa, YTO MTPUBOJUT K JIEPETNPEeCCU TeHOB 9H-
JO-P-ToKaHa3bl, MEKTATINa3bl U MTEKTUHMETUIIIC-
Tepasbl, a Takxke (GEepMEHTOB, YJ4aCTBYIOIIUX B Mpe-
BpallleHUsX ()JIaBOHOUIOB (ITMTMEHTaLMsI IJI0A0B) 1
cuHTe3e apoMatmueckux BemiecTB (Harpster et al.,
1998), HO GoJiee MOAPOOHO 3TU MPOLIECChl HE U3yde-
HbI. [eHBI 3KCITAHCUHOB, U MOJUTaJIaKTypOHa3bl MH-
IyLUUPYIOTCS B TUIONAX 3eMJISTHUKM HE3aBUCUMO OT
ayKCHUHOB.

SAKITIOYEHUE

M3noxeHHbIE MpeACcTaBICHUSI O TOPMOHAIbHOM
PEeryJIsSiliMYM TUIOJAOHOIIEHUSI OTpaHUYEHbl paMKaMU
0030pa U OXBaTbIBAIOT COBPEMEHHbBINI YPOBEHb 3HA-
HUI 110 3TOM ITpobIeMe.

IToHsTHO, YTO MpOOJIEMa TOPMOHATBHOM perysi-
UM — JIWIIb OJHA W3 CTOPOH HAIIero MOHUMaHUS
duznonoruu pa3BuTUs 1iogoB. OgHako, Jaxe Mmpu-
BelICHHbIE paboThl 1o IpoTeomuke (Vriezen et al.,
2008; Bonghi et al., 2011) mo3BosIT 3aMHTEpECOBaH-
HOMY YMTATEII0 HATU U3BMEHEHUsI B HAbope OTaeIb-
HBIX WIX PYHKIIMOHAJIBHO CBSI3aHHBIX IPYIII OEJIKOB
110 Mepe pa3BUTHUSI TLIOJIA U MMOHSITh, KaK U3MEHSIETCS
SKCIIPECCUsI TE€HOB, OIPEASISIONIUX HarpaBJieH-
HOCTb METa00/IM3Ma Ha KaX/I0M 3Tare.
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Yro KacaeTcs M3JIOXKEHUS CaMOil TOPMOHAJILHOMN
peryasauuu, TO B 0030pe OTpa>keHbl HOCTUXKEHMUS,
MO3BOJIMBIINE C MMOMOIIBIO COBPEMEHHBIX METOOOB
Pa3BUTh KJIACCUYECKHE MPEACTABICHUS O TOM, YTO
HayvaJbHbI€ ATanbl Pa3BUTHUS IJIOIOB PETYIMPYIOTCS
ayKCMHaMU 1 TMOOepe/UInHaMM, a TOCTYDKEHHE CIIe-
JIOCTH — 3TWieHOM. B mociemHue rombl moka3aHa
ropMOHajJbHasl MPUPOAA aKTUBALIMMA CUYUTHIBAHUS
T€HETUYECKON MTpOrpaMmMbl B OIIJIONOTBOPEHHOI ce-
MSIOYKE; KOHKPETU3WpOBaHA Beayllasl pojb ayK-
CHUHOB B CHHTE3¢ T'MOOEpeJIMHOB B CEMSIIOUYKE B
HepBbIE YaChl I10JI€ OTUIOJOTBOPEHUS U ITO3THEE YKE
B IIepHrKapIle, KOoraa HaunmHaeTcsl pocT mioaa. B pac-
TylIeM IJIOAE TMOOEepEIMHEI TTOAABISIOT SKCIpPEC-
CHIO TeHOB, CBsI3aHHBIX ¢ OmocuHTe30M ABK 1 aT1-
JleHa, HO CTUMYJIMPYIOT 3KCIIPECCUIO T'€HOB, CBS-
3aHHBIX C [JEJIECHWEeM M PacTsSKEHUEM KIIETOK
nepukapia. [TonydeHsl iepBble JaHHBIE O (DYHKIIM-
OHUPOBAaHMUMU MyTel mepenadyr CUrHajaa oT pelenTo-
POB TrOPMOHOB K réeHaM-MUIIIEHSIM Ha pa3HbIX 3Ta-
nax pa3BUTHUS IJIOOA.

Hanb6opmmii mporpecc JOCTUTHYT B OTHOIIICHUH
STWJIEHA, €T0 CUHTEe3a, PEeIEITIINY U TIepeaadn CUTHA-
JIa B SIIPO K OTWICH-UHAYLIMPYSeMBIM TeHaM. YCITeX1 B
W3yYeHUM 3THJIEHA BBI3BAIM MHTEPEC K €ro B3auMO-
IEUCTBUIO C APDYTUMU TOPMOHAMU, YTO K HACTOALIE-
MY BpeMeHHU YaCTUIHO PEATM30BAIOCH B OTHOIIICHUH
ayKCWHOB. TeM He MeHee SICHO, 9TO 10 TTOJTHOTO TO0-
HUMaHWS PETYIISIIINY TIIOMOHOIIIEHUS ellle ajieko. B
TePCIIeKTUBE TOPMOHATBHAS PETYJISIIMS Ha KakKIOM
aTane pa3BUTHs IIONOB OYyIEeT OXBaThIBAaTh TOPa3lo
bosiee CIOXHYIO KapTUHY B3aMMOIEUCTBUS BCEX
YYaCTBYIOIIX TOPMOHOB C TaK Ha3bIBaeMBIMH (haK-
Topamu pasButus (Pech et al., 2012, Seymour et al.,
2013), poJib KOTOPBIX TT0Ka €IIe HesSICHA.

Pa6oTa BbInmosiHeHa TpY (PMHAHCOBO MOAIEPXKKE
PO®®MU (rpant 11-04-01139) u ITporpammsl [1pesu-
nuyma PAH nmo MoieKkyasspHOii U KJIETOYHOI OMOoJ10-
rMu. ABTOpP BbIpaXkaeT MCKPEHHIOI OJlarogapHOCTb
n.6.H. I.B. HoBuKOBOIf 3a MHTEpeC K TeMe 1 MOoJIe3-
HOE O0CYXKIeHUE.

CITNCOK JIMTEPATYPbI

Xy XJI., Ky B.11., @y /I.1]. u dp. Ponb 3TyieHa B GMOCUH-
Te3e JIETYUYUX COCAVMHEHUI, MPUAAIOIINX apOMaT Mo-
crieBaloluM 1ionam // @usnosorus pacteHuit. 2005.
T. 52. C. 776—780.

Myca X.P., Casrem A.A.K. Tamma-o0iydeHIE MHIYLIUPYET
MapTEHOKaPIIUIO Y pacTeHU I apOy3a pa3HbIX COPTOB //
dusuonorus pacrenunii. 2010. T. 57. C. 615—622.

llaposa E.HU. Knetounas creHka pacteHuit. 2004. Cn6.:
Cankr-Iletepoyprckmii [oc. YauBepcuret. 154 c.

OHTOTEHE3 TomM 45 Nel 2014

Alexander L., Grierson D. Ethylene biosynthesis and action
in tomato: a model for climacteric fruit ripening //
J. Exper. Bot. 2002. V. 53. P. 2039—2055.

Bonghi C., Trainotti L., Botton A. et al. A microarray ap-
proach to identify genes involved in seed — pericarp
cross-talk and development in peach // BMC Plant Biol.
2011. V. 11. P. 107—121.

Chai Y.M., Jia H.F., Li C.L. et al. FaPYR1 is involved in
strawberry fruit ripening // J. Exper. Bot. 2011. V. 62.
P. 5079—5089.

de Jong M., Mariani C., Vriezen H. The role of auxin and
gibberellin in tomato fruit set // J. Exper. Bot. 2009.
V. 60. P. 1523—1532.

Dorcey E., Urbez C., Blazquez M.A. et al. Fertilization-de-
pendent auxin response in ovules triggers fruit develop-
ment through the modulation of gibberellin metabo-
lism in Arabidopsis // Plant J. 2009. V.58. P. 318—332.

Emery RJ.N., Ma Q., Atkins C.A. The forms and sources of
cytokinins in developing white lupine seeds and fruits //
Plant Physiol. 2000. V. 123. P. 1593—1604.

Epstein E., Cohen J.D., Solvin J. P. The biosynthetic pathway
for indole-3-acetic acid changes during tomato fruit
development // Plant Growth Regul. 2002. V. 38.
P. 15-20.

Fernandez-Otero C., Matilla A.J., Rasori A. et al. Regulation
of ethylene biosynthesis in reproductive organs of dam-
son plum (Prunus domestica L. subsp. syriaca) // Plant
Sci. 2006. V. 171. P. 74—83.

Fernandez-Otero C.1., de la Torre F., Iglesias R. et al. Stage-
and tissue-expression of genes involved in the biosyn-
thesis and signaling of ethylene in reproductive organs
of damson plum (Prunus domestica L. subsp. insititia) //
Plant Physiol. Biochem., 2007. V. 45. P. 199—208.

Garcia-Martinez J.L., Santos C., Crocker S.J. et al. Identifi-
cation, quantitation and distribution of gibberellins in
fruits of Pisum sativum L., cv. Alaska during pod devel-
opment // Planta. 1991. V. 184. P. 53—60.

Goetz M., Hooper L.C., Johnson S.D. et al. Expression of ab-
errant forms of ARF8 stimulates parthenocarpy in Ara-
bidopsis and tomato // Plant Physiol. 2007. V. 145.
P. 351-366.

Harpster M.H., Brummel D.A., Dunsmuir P. Expression
analysis of a ripening-specific, auxin-repressed endo-
1,4-beta-glucanase gene in strawberry // Plant Physiol.
1998. V. 118. P. 1307—1316.

Hays D.B., Yeung E.C., Pharis R.P. The role of gibberellins
in embryo axis development // J. Exper. Bot. 2002.
V. 53. Ne 375. P. 1747—1751.

Janetta P.P.M., Laarhoven L.-J., Medina-Escobar N. et al.
Ethylene and carbon dioxide production by developing
strawberries show a correlative pattern that is indicative
of ripening climacteric fruit // Physiol. Plant. 2006.
V. 127. P. 247-259.

Jia H.-F., Chai Y.-M., Li C.-L. et al. Abscisic acid plays an
important role in the regulation of strawberry fruit rip-
ening // Plant Physiol. 2011. V. 157. P. 188—199.



26 OBPYYEBA

Jiang Y., Fu J. Ethylene regulation of fruit ripening: molec-
ular aspects // Plant Growth Regul. 2000. V. 30. P. 193—
200.

Johnstone M.M.G., Reinecke D.M., Ozga J.A. The auxins,
IAA and 4-CI-1AA differentially modify gibberellin ac-
tion via ethylene response in developing pea fruits //
J. Plant Growth Regul. 2005. V. 24. P. 214-225.

Klee H.J., Clark D.G. Ethylene signal transduction in fruit
and flowers / Plant hormones: biosynthesis, signal
transduction, action. Ed. by PJ. Davies. Dordrecht:
Kluwer Acad. Publ. 2004. P. 369—390.

Klee H.J., Giovannoni J.J. Genetics and control of tomato
fruit ripening and quality attributes // Ann. Rev. Genet.
2011. V. 45. P. 41-59.

Kumar R., Tyagi A.K., Sharma A.K. Genome-wide analysis
of auxin response factor (ARF) gene family from tomato
and analysis of their role in flower and fruit develop-
ment // Mol. Genet. Genomics. 2011. V. 285. P. 245—
260.

Lemaire-Chamley M., Petit G., Garcia V. et al. Changes in
transcriptional profiles are associated with early fruit
tissue specialization in tomato // Plant Physiol. 2005.
V. 139. P. 750-769.

Liu D.-J., Chen J.-Y., Lu W.-J. Expression and regulation
of the early auxin-responsive Aux/IAA genes during
strawberry fruit development // Mol. Biol. Rep. 2011.
V.38.P. 1187—1192.

Manning K., Tor M., Poole M. et al. A naturally occurring
epigenetic mutation in a gene encoding an SBP-box
transcription factor inhibits tomato fruit ripening //
Nat. Genet. 2006. V. 38. P. 948—952.

Mapelli S.C., Frova C., Torti G. et al. Relationship between
set, development and activities of growth regulators in
tomato fruits // Plant Cell Physiol. 1978. V. 19. P. 1281—
1288.

Marti E., Orzaez D., Ellul P. et al. Silencing of DELLA in-
duces facultative parthenocarpy in tomato fruits //
Plant J. 2007. V. 52. P. 865—876.

Marty 1., Bureau S., Sarkissian S. et al. Ethylene regula-
tion of carotenoid accumulation and carotenogenic
gene expression in color-contrasted apricot varieties
(Prunus armeniaca) // J. Exper. Bot. 2005. V. 56.
P. 1877—1886.

Nakatsuka A., Murachi S., Okunishi H. et al. Differential
expression and internal feedback regulation of 1-ami-
nocyclopropane-1-carboxylate synthase, 1-aminocy-
clopropane-1-carboxylate oxidase, and ethylene recep-
tor genes in tomato fruit during development and ripen-
ing // Plant Physiol. 1998. V. 118. P. 1295—1305.

Ozga J.A., Reinecke D.M., Ayele B.T. et al. Developmental
and hormonal regulation of gibberellin biosynthesis
and catabolism in pea fruit // Plant Physiol. 2009.
V. 150. P. 448—462.

Pech J.-C., Purgatto E., Bouzayen M. et al. Ethylene and
fruit ripening // Ann. Plant Rev. 2012. V. 44. P. 275—304.

Rieu I., Ericksson S., Powers S.J. et al. Genetic analysis re-
veals that C19 GA2-oxidation is a major gibberellin in-
activation pathway in Arabidopsis // Plant Cell. 2008.
V. 20. P. 2420—-2436.

Schaffer R.J., Ireland H.S., Ross J.J. et al. Sepallatal /2-sup-
pressed mature apples have low ethylene, high auxin
and reduced transcription of ripening-related genes //
AoB PLANTS. 2012. 5 : pls047; doi: 10.1093/aobpla/
pls047

Schakeel S.N., Wang X., Binder B.M. et al. Mechanisms of
signal transduction by ethylene: overlapping and non-
overlapping signaling roles in a receptor family //
AoB PLANTS. 2012. 5: plt010; doi:10.1093/aobpla/
plt010

Serrani J.C., Carrera E., Ruiz-Rivero O. et al. Inhibition of
auxin transport from ovary or from the apical shoot in-
duces parthenocarpic fruit-set in tomato mediated by
gibberellins // Plant Physiol. 2010. V. 153. P. 851—-862.

Serrani J.C., Ruiz-Rivero O., Fos M. et al. Auxin-induced
fruit-set in tomato is mediated in part by gibberellins //
Plant J. 2008. V. 56. P. 922—934.

Seymour G.B., Ostergaard L., Chapman N.H. et al. Fruit de-
velopment and ripening // Annu. Rev. Plant Biol. 2013.
V. 64. P. 219-241.

Sjut V., Bangerth F. Effect of pollination or treatment with
growth regulators on levels of extractable hormones in
tomato ovaries and young fruits // Physiol. Plant. 1981.
V. 53. P. 76-78.

Tang X., Woodson W.R. Temporal and spatial expression of
1-aminocyclopropane-1-carboxylate oxidase mRNA
following pollination of immature and mature petunia
flowers // Plant Physiol. 1996. V. 112. P. 503—511.

Trainotti L., Pavanello A., Casadoro G. Different ethylene
receptors show an increased expression during the rip-
ening of strawberries: does such an increment imply a
role for ethylene in the ripening of these non-climac-
teric fruits? // J. Exper. Bot. 2005. V. 56. P. 2037—
2046.

Trainotti L., Tadlello A., Casadoro G. The involvement of
auxin in the ripening of climacteric fruits comes of age:
the hormone plays a role of its own and has an intense
interplay with ethylene in ripening peaches // J. Exper.
Bot. 2007. V. 58. P. 3299—3308.

Vriezen W.H., Feron R., Maretto F. et al. Changes in tomato
ovary transcriptome demonstrate complex hormonal
regulation of fruit set // New Phytol. 2008. V. 177.
P. 60—76.

Wang H., Jones B., Li Z. et al. The tomato Aux/IAA tran-
scription factor is involved in fruit development and leaf
morphogenesis // Plant Cell. 2005. V. 17. P. 2676—
2692.

OHTOTEHE3 Ne 1

ToM 45 2014



IT'OPMOHAJIbHAA PETYJIALMWA B OHTOI'EHES3E ITJIOJOB

Hormonal Regulation during Plant Fruit Development
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Abstract—The modern concept of the hormonal regulation of fruit set, growth, maturation, and ripening is
considered. Pollination and fertilization induce ovule activation by surmounting the blocking action of eth-
ylene and ABA to be manifested in auxin accumulation. Active fruit growth by pericarp cell division and elon-
gation is due to the syntheses of auxin in the developing seed and of gibberellins in the pericarp. In climacteric
fleshy fruits, the maturation is controlled by ethylene via so-called System 1 combining the possibilities of au-
toinhibition and autocatalysis by ethylene of its own biosynthesis. Transition of tomato fruits from maturation
to ripening is characterized by highly active synthesis of ethylene and its receptors due to the functioning of
regulatory System 2 resulting in the up-regulation of much greater number of ethylene-inducible genes. In
peach fruits, the hormonal regulation of ripening includes also an active auxin involvement in the ethylene
biosynthesis, which is combined with the ethylene-induced expression of genes encoding both auxin biosyn-
thesis and the response to auxin. Ethylene induces the expression of genes responsible for the fruit softening,
its taste, color, and flavor. Nonclimacteric fleshy fruits produce very small amounts of ethylene; its evolution
increases only by the very end of ripening and can be described by a reduced System 1. The ripening of non-
climacteric fruits only weakly depends on ethylene but is stimulated by abscisic acid.

Keywords: fruit set, fruit growth, fruit maturation, fruit ripening, climacteric fruit, nonclimacteric fruit, gib-
berellins, auxins, ethylene, abscisic acid.
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