OU3HOJIOTHI PACTEHHH, 2020, mom 67, Ne 6, c. 563—577

YIK 581.1

OB30PhbI

POJIb ®PUTOTOPMOHOB N CBETA B ITPOIIECCE JEDTUOJIAIINN
© 2020 r. B. B. Ky3nenos**, A. C. lopomenko’, H. B. Kyapsakosa®, M. H. /lannioBa“

“@edepanvihoe cocyoapcmeentoe 6ro0xucemuoe yupexcoenue nayku Hnemumym gusuonoecuu pacmenui
um. KA. Tumupszesa Poccuiickoil akademuu nayk, Mockea, Poccus
*e-mail: vkusnetsov2001@mail.ru

IMoctynuna B penakuuio 24.04.2020 r.
ITocne nopa6otku 27.04.2020 r.
IMpunsara x myommkanyu 27.04.2020 T.

JleaTnonsanus Wi Mepexo OT 3TUOJIMPOBAaHHOIO pocTa (Wi cKoToMopdoreHesa) K ¢oToMopdoreHesy —
OJIMH U3 CaMbIX UHTPUTYIOLINX U CJIOKHBIX 3TAIIOB OHTOreHe3a pacteHuii. OH BKJIIOYaET IepernporpaMMmpo-
BaHME METaboJIM3Ma PACTUTEIbHOM KJIETKU, MEPECTPONKY (DyHKIIMOHMPOBAHUSI TOPMOHATIBHOI CUCTEMBbI U
n3MeHeHue Mopdosiorun pacteHusi. Poct B TeMHOTe (B MOYBE) oIpenesisieTcs, INIaBHBIM 00pa3oM, UTOrop-
MOHaMM TIpU BeAyllei pojiv ri60epeUIMHOB M OPaCCUHOCTEPOUIOB, a HA IIOBEPXHOCTU MTOYBHI IMTOIKITIOYACT-
Csl BAOKHEHIIINIA 9K30TeHHBIN (hakTop — cBeT. OH MOaBIISIET aKTUBHOCTD IJIAaBHOTO perpeccopa hotoMopdo-
reHesa (COP1) u peryisiTopoB TpaHCKPUILIMY, 00YCIaBIMBAIOIINX PeaIM3alluio CUTHAJIOB ri00epe/JIMHOB
(DELLA) u 6paccuHocrepounioB (BZR1/BES1) u aktuBupyer mparc-HakTopbl, THULIMUPYIOIINE IEPEXO]T
Ha aBTOTpOodHOE TnTaHue (Harpumep, HYS). CtpaTerus 3THOIMPOBAaHHOIO POCTA 3aKJII0YAETCSI B TOM, UTO-
OBl OBICTPEE BCTPETUTHCS C JIydaMU COJIHIIA 3a CUeT aKTUBHOIO yIMHeHus crebis. [1pu nepexone Ha aBTO-
TpoHOE MUTaHNEe pacTeHUE NOKHO c(HOPMUPOBATH (POTOCUHTETUYECKHUM anmapaT U 3alllUTUThCSI OT BO3-
MOXHOTO (hoTomoBpekneHusi. B 0630pe paccmaTpuBaeTcsl poib OCHOBHBIX PETYJISITOPHBIX KOMITOHEHTOB,
o0ecneynBarolIMX STUOIMPOBAHHbBIN POCT, 1 Iepexod K ¢oToMOpdOoreHHOMY pa3BUTHIO.
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BBEAEHUWE

Monoaple TPOPOCTKU B 3aBUCMMOCTU OT OTCYT-
CTBUS WJIM HaJIMUYMS CBETa pealu3yloT OIHY U3 ABYX
MPOTrpaMM Pa3BUTUS: STUOJUPOBAHHBIN POCT (CKO-
ToMopdoreHe3) win aedtuosauus (poromopdore-
He3), COOTBeTCTBeHHO [1—3]. JIBymoiabHOE 3THOIU-
pOBaHHOE pacTeHue GOopMUPYET alMKATbHYIO METIIO
JUTST 3aIIUTHl OT MOBPEXICHUS BEPXYLICUHONH Mepu-
CTeMbl, Y HEro He pa3BUBAIOTCSI JIUCThsI, & BMECTO
XJIOPOTIJIACTOB MPUCYTCTBYIOT MPOILJIACTHBI U 9TUO-

Cokpamenusi: BC — 6paccunocteponnbl; 'K — rub6epesuinHeL;
KK — xxacmonoBas kucinorta; [1BT — mmyTs 6mocuHTe3a TeTpa-
nupposioB; LIK — nutokununer; bHLH — basic helix-loop-he-
lix; BES1 — BRII-EMS-suppressor 1, mim BZR2; BIN2 —
brassinosteroid insensitive 2; BZR1 — brassinazole-resistant 1;
Chlide — xmopodmumn; ChlH — cyowenununia H Mg-xenara-
3bl; COP1 — constitutive photomorphogenesis 1; CRY — crypro-
chrome; DELLA nomeH — Asp-Glu-Leu-Leu-Ala; EIN3 — eth-
ylene insensitive 3; EIL1 — ethylene insensitive 3-like 1; FHL —
FHY1-like protein; FHY — far-red elongated hypocotyl 1; GNC
(GATA, nitrate inducible, carbon-metabolism involved),
GNL/CGA1 (GNC-like/cytokinin-responsive gata factorl) —
mpanc-dakTopel GATA tuma; GID1 —gibberellin insensitive
dwarf 1; HFR1 — long hypocotyl in far-red 1; HYS — elongated
hypocotyl 5; HYH — HY5 homolog; Pchlide — nmpoToxjiopodui-
mmn;, PHYA (B, C, D, E) — duroxpomsr A (B, C, D, E); Pr —
HeakTuBHas1 popMa putoxpomoB; Pfr — akTuBHast popma puro-
xpoMoB; PIF — phytochrome-interacting factor; PORA (B, C) —
npoTtoxjiopodunun okcugopenykraza A (B, C); SPA1 — sup-
pressor of phyA-105.

TTacTel. [1pu 3THONSAIMK OCHOBHAS YacTh 3allaCHBIX
BEIIECTB CEMEHW HaIpaBiIsIeTcsl Ha obecredeHme
OBICTPOro poOCTa TMHOKOTWJISI. 3aJepKKa MpeObiBa-
HUS B TEMHOTE MOXET ITPUBECTH K MCUESPITAHUIO DJIe-
MEHTOB ITUTAHWS MM HEOOPaTUMOit STHOJISAIINH, UTO
MOXET BbI3BaTh r0OEIb MPOPOCTKA. DTUOISLMSA 10-
CTHUTAeTCs ITOAaBJIeHUEM 3KCIIPECCHUU TEeHOB, KOTO-
pele obecriednBaioT (HOTOMOPGOTeHHOE pa3BUTHE.
Benymyro peryiasiTopHyio pojib B mpoliecce 3THUOJIS -
IIUA UTPAIOT (GPUTOTOPMOHBI, TIPEXIe BCETO, THOOE-
pemwmunbl (I'K), 6paccunoctepounsl (bC), ayKcuHbI
u oTwiieH [4, 5]. Tpanc-daKTopbl STUX TOPMOHOB UH-
IYIAPYIOT 3KCIIPECCHIO TeHOB, OTBEYAIOIINX 3a POCT.
MHorue peryisiTopHble O€JIKM B TEeMHOTE HE TOJTBKO
AKTUBUPYIOT POCT, HO U TIOAABJISIIOT aKTUBHOCTb JIpY-
I'MX GEJIKOB, KOTOPHBIE TTBITAIOTCS HAIIPaBUTh paCTeHIE
o mytn potoMopdoreHesa. K TakiuM mHTHOMTOpaM
OTHOCSITCSI, IIPEXIIE BCETO, TJIaBHBIM perpeccop ¢hoTo-
mopdorerneza COP1 (COnstitutive Photomorpho-
genesis 1) 1 pa3TMYHbIE KOMIIOHEHTHI 26S mpoTteaco-
MHOT0 KOMILIEKCA, a TaKXe mparc-(haKTopbl ceMeiicTBa
bHLH (basic Helix-Loop-Helix) PIF (Phytochrome
Interacting Factors).

Kak ToJIbkO mMpOpOCTOK OKa3bIBA€TCS Ha CBETY,
HauyulHaeTcs Ae3Tuoisiuus (puc. 1), B Xole KOTOpoit
IepecTpanBaeTCs SKCIIpeccusi FeHoMa 1 MeTaboIn3M
pacTeHUsI. DTO MPOMCXOAUT Oaromaps ygacTuio o-
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Puc. 1. Yuactue (pUTOrOpMOHOB M CBETa B HaYaJbHBIX 3TallaX OHTOTeHe3a pacTeHusi. OGBIYHO pacTeHUE MPOXOAUT MEPUO
3TUOJMPOBAHHOTO pocTa U (hoToMopdoreHesa. Dtan 3TUOJTUPOBAHHOTO Pa3BUTHUSI PACTEHUSI, B OCHOBHOM, OMpPENesiioT (hu-
ToropMoHsl, npexae Bcero 'K u BC ¢ yuactuem mpanc-daxropos PIF u BZR1/BES1, koTopble BBI3bIBAIOT SKCIPECCUIO Te-
HOB, CTUMYJIMPYIOIIMX POCT rTMNoKOTUIs. LlenTpanbHblil penpeccop doromopdoreHeza COP1 B TeMHOTE MMeeT MaKCUMaJlb-
HYIO aKTUBHOCTb U TTO/IaBJISIET JIIOObIE MPOSIBJICHUS AeaTuosiiru. Korma mpopocTok oka3blBaeTCsl Ha MOBEPXHOCTH TTOYBHI,
cBeT nonassier cuHTe3 ['K. D10 mpuBomut Kk HakoruieHuto 6e1koB DELLA, koropeie mHakTuBupyoT PIF 1 6paccuHoctepo-
WUII-3aBUCUMbIC mpaHc-GaKTOPbl, OCTaHABIMBAsl MPOrpaMMy STHOJSUUM. PUTOXPOMBI MHAKTUBUPYIOT W/WIK pa3pyllialoT
COP1, PIF u BBI3BIBAIOT HAKOILICHHE OEIKOBBIX (DAKTOPOB, MHULIMMPYIOIINX (hoToMopdoreHe3, Takux Kak HYS. Bee st co-
OBITHS BBI3BIBAIOT ITEPEXO] PACTECHUS OT STUOJISIIINY K hoToMOopdoreHe3y. PucyHok B3sT u3 ctatb Jaillais u Vert [6] 1 vacTua-

HO MOIUGUIIMPOBaH.

TOPEUENTOPOB U MO3UTUBHBIX PETYJISITOPOB (POTO-
mopdorenesa (HYS — elongated HYpocotyl 5; GAI —
Gibberellic Acid Insensitive; RGA — Repressor of
GAI1-3 u 1p.), a TaKKe U3MEHEHUIO pou (hUTOTOp-
MOHOB, HampuMmep, 3HAYWUTEJbHO CHMXKAeTcsl POJjb
I'K n BC, HO yBenmmumBaeTcs 3HaUeHNE [TUTOKWMHU-
HoB (IIK), mo kpaiiHeii Mepe, ipu popMUpOBaHUU
(OTOCMHTETUYECKOIO amrapara, a Takxke MOAaBIIsi-
€TCsI aKTUBHOCTD O€JIKOB, 00eCIIeUrBaBILIMX STHOIM-
pOBaHHBII pocT [6].

Hns1 uckimrodyeHusl HeolpeneJeHHOCTU B TEPMUHO-
JIOTUM YCJIOBUMCSI STUOJISILIMEN Ha3bIBaTh POCT pacTe-
HWIA TIPU TTIOJTHOM OTCyTCTBIM cBeTa. CitoBo “étiolier” ¢
¢ paHIy3CKOTO sI3bIKa MEePEeBOAMUTCS KakK “cojioma’”,
YTO MPUMEPHO COOTBETCTBYET LIBETY 3TUOJMPOBAH-
Horo pacteHusI. HekoToprlie Tpo0sieMbl, KacaloIuecs
dotomopdoreHesa, o0CYyXIeHbl B HeAaBHEM 0030pe
Armarego-Marriott ¢ coaBr. [3]. JeaTHosauus — 3T0
MOp(PODUNOIOTUYECKUII TIpOILeCC, IIPU KOTOPOM

HaOJIIoJaeTcs MoAaBjJeHUe pocTa rmobera, OTKPhITUE
anMKaJIbHOM METIM, pa3BUTHE JIUCTHEB U (DOPMUPO-
BaHWE (DOTOCUHTETUYECKOTO ammnaparta. JeaThossi-
1ms 1 poroMopdoreHe3 — caoBa-CMHOHUMBI. CIIOBO
“3eJIeHeHMe” OTpaxKaeT TOJIbKO YaCTb COOBITUI, TPO-
UCXOMSIIMX IIpU AedTruosiuuu. EcTh elie Bonpoc, He
MMEIOIINI OMHO3HAYHOI'O OTBETA: KOTIa 3aKaHYMBa-
eTcs neatuonsauusi? HekoTtopble aBTOPBI, MO-HAallle-
My MHEHUIO, CIIPaBeIJIMBO MpeaiaraloT CYuTaTh, 4YTO
JIE3TUOJISALIMS 3aBepllIaeTcs ¢ GOpMUPOBAHUEM TEP-
BBIX HACTOSIIIIMX (DOTOCMHTETUYECKM aKTUBHBIX JIM-
cTheB. MHTEepeCHY10 TMMOTEe3y MO MOBOAY ITPOMCXOXK-
JIIEHUS 3TUOJISILMM BbIicKa3aiu Wei ¢ coaBr. [7]. OHu
MPEANOI0XWIN, YTO BCE PACTEHUs MEepBOHAYATIbHO
pa3BUBAJINCH 110 MyTU (hoTOMOp(doreHes3a, a ITUOISI-
L[1s1 TOSIBWJIACh MO3AHEE B XOAE PBOJIOLAN U TIPE.I-
CTaBJsgIeT co00if TomaBJIEHHEIN (oToMopdoreHes.
OnHako ceifyac MosIBUJINCH (DAKThI, KOTOPEIC HE MO-
XKET 00BbSICHUTH 3Ta MHTEPECHAas TUIOTe3a.
Ne 6 2020
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B narHOM 00630pe OyImeT pacCMOTpEeH BaphaHT pas-
BUTHUSI pacTeHMIii, Korga HaOJIIomaeTcsl 3TUOJIMPOBaH-
HBII POCT C TIOCIIEAYIOIIMM MepexonoM K (poTroMopdo-
reHesy. MBI oxapakTepu3yeM OCHOBHBIX YYAaCTHUKOB
rpoliecca Ie3TUOSALMU, BKIIOYas (DUTOTOPMOHBI U
KOMIIOHEHTHI MX CUTHAJIbHBIX CETeli, peLielITOPhI CBETA,
a TaKKe B3aNMOJEHCTBYE MEXIYy KOMITOHEHTAMHU CBE-
TOBOI'O Y TOPMOHAJIBHOTI'O CUTHAJIMHTA. YTOOBI JIy4-
III€ TOHSTh MEXaHM3M MepeXoa OT ITUOJISILIN K (O-
ToMOporeHe3y, Mbl 0OCYTUM OCOOCHHOCTH pa3BH-
THUSI STUOJIMPOBAHHOTO PACTESHUSI.

POCT N PASBBUTHUE 5TUOJIMPOBAHHOTI' O
ITPOPOCTKA B ITOYBE

Eciu ceMeHa okaspIBalOTCSI B MOYBE, TO IEpBOE
BpeMsI IPOPOCTOK OYyIeT pa3BUBAThCS B IIOJTHOM TEM-
HOTE, W €0 POCT OyIeT OMpeaesIThCs, TJIABHBIM 00-
pa3om, putoropmoHamu. I'K u BC yckopsioT atno-
JIMPOBAHHBIA POCT U CIIOCOOCTBYIOT 3TUOJISILIMU, a
LK, stuiien n xacmonosas kuciiora (2KK) B pasHoit
CTEIIEHU MX TTOaBJISIIOT, SIBJISISICh TO3UTUBHBIMU pe-
ryjasitopamu ¢potoMopdoreHesa. PeanbHrIi pocT Oy-
JIET OTPaKE€HNEM COBMECTHOIO PEryJIITOPHOTIO Ieii-
CTBUS BCEX 3TUX (PUTOTOPMOHOB.

YT0OBI ONTUMHU3UPOBATH CKOPOCTh POCTA, TIPOPO-
CTOK KaKMM-TO 00pa3oM [I0JKeH BOCTIPUHSTH BO3-
JIEJAICTBUE TIOYBBI U OIPENEIUTh, Ha KaKoi TJIyOrHe
OH HaxoJIUTCs U B KaKOM MouBe pacTeT (JIeTKO Wiun
Tskesoi). IlpenmonaraeTcs, 9To0 CEHCOPOM BOCITPHSI -
THUSI CBOMCTB TIOUBHI SIBJIsSIeTCS 9TWICH [8]. MexaHuue-
CKO€ BO3IEICTBUE IOYBBI Ha MPOPOCTKU A. thaliana
BbI3bIBAET YBEJIMUEHUE CONEPXKAHUS ITUIICHA, a TAKXKe
BaXKHEMIIINX KOMIIOHEHTOB 3TUJICHOBOTO CUTHAJIMHTA
EIN3 (Ehylene INsensitive 3) u EIL1 (Ethylene In-
sensitive 3-Like 1). YpoBeHb nX 00pa3oBaHMs IIPSIMO
KOppeIUpyeT C IIYyOMHOI U IIJIOTHOCTHIO ITOYBHI.
MyraHThl Arabidopsis ein3/eill TepsIOT YyBCTBUTEIb-
HOCTb K 3TUJIEHY U HE MOTYT IMPOPACTU CKBO3b CJIOH
MOYBHI B 3 MM, XOTSI HOpMaJIbHO MPOPACTAIOT U pas3-
BUBaloTcs 0e3 mouBeHHOro Iokpeitus. EIN3/EIL1
aktuBupyior ERF1 (Ethylene Response Factorl), ko-
TOPBIA 3aMeJISIET POCT TUITOKOTWISA [9]. DTO npuBo-
IUT K (DOPMUPOBAHUIO TIPOPOCTKA € O0JIee KOPOTKUM
U TOJICTBIM TUTTOKOTUJIEM, UTO CITOCOOCTBYET YCHEIII-
HOMY €ro TTPOXOXICHUIO CKBO3b CJIO MOYBBHI.

MOPOOJIOI'MYECKHME OCOGEHHOCTHU
OTUOJINMPOBAHHOI'O ITPOPOCTKA

V IBYyIOJIbHBIX PACTEHUI B XO/I€ 3TUOIUPOBAHHOIO
pocTta hopMUpyeTCd anyKallbHas METIIs, KOTopasl 3a-
IIMIIACT BEPXYIIEUHYIO MEPUCTEMY OOETa U CEMSIIO-
JIM OT MOBPEXIEHUS IIPU MPOXOXKICHUN CJI0SI TIOYBHI.
BrimensaioTcst Tpu dasbl pa3BUTUS NETIU: GOPMUPO-
BaHMe, moaaepkanre 1 BeimpsamieHue [10]. O6pazo-
BaHUeE TIeT/IU BbI3BaHO AU depeHIIMaTbHBIM POCTOM
KJIETOK C HAapy>XHOM U BHYTPEHHEN CTOPOH T'MITOKO-
THJISI, UYTO OOYCIIOBJICHO aCUMMETPUYHBIM pacIipeie-
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JnenueM aykcuHa. I[Ipu HapylleHun rpagydeHTa aykK-
CuHa neTjst He oopasyercs [11, 12]. B pa3zButum anu-
KaJIbHOIl MeTinM ydacTBYIOT Takke 3TwieH u ['K.
DTWIEH CHOCOOCTBYET CO3HAHUIO U IIOAACPKAHUIO
rpagueHTa KoHueHTpanuii aykcuHa [ 13]. I'K namens-
IOT JCHCTBME ayKCHMHA U 3TWICHA B Pa3BUTUM MECTIU
[14]. UnentuduumpoBad ren HLS1 (HOOKLESSI),
Komupyromuii  N-anerunrpaHcdepasy, WHaKTHUBa-
LI1SI KOTOPOTO IMIPUBOIUT K HECIIOCOOHOCTH 00pa30-
Banud mmetan [11, 15]. An ¢ coasrt. [15] cumuTaloT, 9TO
stuneH U 'K, m3meHnsgs skcrpeccuro reHa HLSI,
0o0eCIIeuynBalOT peryasauuio (GopMHUPOBAaHMUS allv-
KanmbHOM neTinu. TakuM 00pa3oM, ayKCUH, STWIECH U
I'K y4yacTByIOT B pa3sBUTHUM M TMOAACPXKAHWUM allv-
KaJILHOM TIETIIM B XOJIe STUOJMPOBaHHOro pocTta. Ha
CBETY IpaIWeHT ayKCHHA 1cYe3aeT 4yepes3 4 4, U aru-
KajbHas TIeTJISI Ha9MHaeT BeIIpSIMISIThe [10]. B BeI-
NpSAMJICHUM TIETIM Hapsiay CO CBETOM Yy4acCTBYIOT
aykcuH, stwied u 'K [11, 12, 15, 16].

IT'MBBEPEJINIMHBI 1 BPACCHUMHOCTEPOUMADbI
AKTUBUPYIOT POCT TMITOKOTHIIA

Poct rumoxkoTwisi 3THOMMPOBAHHOIO PACTCHUS
TMPOMCXOOUT OBICTPO U TITABHBIM 00Opa30M ITyTeM pac-
TsKeHus1. T1poliecc pacTsskKeHUsI KJIETOK OCYILIEeCTBIISI-
€TCSI 3a CUCT YBEJIMYCHUSI TIOTJIOLIEHMSI BOIBI, 0ObeMa
KJIETKHA ¥ TYpPrOpHOTO JaBiieHus. Kak MBI oTMeUanu,
HauOoJiblllee BJIMSHUE Ha POCT 3THUOJHUPOBAHHOIO
runokotwid okassiBaloT [ K u BC.

I'm66epesIMHBI — TUTEPIIEHOUIHBIC PACTUTEIbHbBIC
TOPMOHBI, BJIUSIOIIME Ha MHOTHUE acIleKThl pocTa U
paszButus pacteHuii. 'K crmocoOCTBYIOT 3THOIMPO-
BaHHOMY POCTY M MoAaBjieHUIO (poToMopdoreHesa.
MHakTuBaLus reHoB OMOCHMHTE3a WIM CUTHAJIMHIA
I'K ripuBOIUT B TEeMHOTE K (POPMUPOBAHUIO JEITHO-
JupoBaHHoOTO (eHoTura [17]. KiroueBbIMM KOMMIO-
HeHTamMu curHaiauHra I'K y A. thaliana sBisiorcs
pactBopuMElit perentop GID1 (Gibberellin Insensi-
tive Dwarf 1), unru6uropsl pocta DELLA u F-box
oenxu SLEEPY1 (SLY1). I'K ygactByeT B peryassinuu
pocrta yepes nerpamaiuio 6eakoB DELLA [18].

beaku DELLA — peryiasTopbl TPaHCKPUIILIUU U
peripeccopsl TouTn Beex I'K-3aBucuMBIX mpolieccoB
[19]. MHakTuBauust reHoB DELLA (dellaKO) nonHo-
cteio nomasisier I'K-peduumrHenii dpeHoTumn. benku
DELLA nMmerot koHcepBaTuBHBIN C-KOHIIEBOM TOMEH
GRAS, yyacTByOIIMiA B PEryjsiliui TPaHCKPUITLUN
[19], u nomen DELLA, orBevatomuii 3a I'K-3aBucu-
Moe B3aumoneiictere ¢ peuentopoM GIDI1. B A. thali-
ana 1iATh 6es1koB DELLA, omHako nj1s1 Hac HauOoJIb-
mmit naTepec npeacrasisioT GAI (Gibberellic Acid-
Insensitive) m RGA (Repressor GA1-3), omasiisito-
I POCT.

Kak neitctByror rmbooepemmuabel? B oTcyrcTBUM
Wir Tipu HU3Kou KoHueHTpauuu 'K 6enkun DELLA
HaKaIUIMBAIOTCS B pacTeHnU 1 noaapisioT I'K-pery-
JIIpyeMBIC TIPOIIECChl. DTH OEJIKM He MMEIOT caiTa
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cea3piBanms ¢ JIHK n He MoryT camMmm HemmocpeacTBEeH-
HO Y4YacTBOBATh B PEryJIsSiLIMU SKCIIPECCUU TE€HOB, OJI-
HaKO OHU B3aMMOJICMCTBYIOT C KJIFOUEBbIMU PETYJIIsI-
TOPHBIMU GeJIKaMHU, KOTOpPbIE OTBEYAIOT 32 MHOTUE
MMPOLIECCHI POCTa U pa3BUTHUS, OOPaA3YIOT C HUMMU Te-
TEPOAYIUIEKCHI U ITOJABISIOT CHOCOOHOCTH 3THX
mparnc-HaKTOPOB y4aCTBOBAaTb B PETYyJSLIMM 3KC-
MpPeCcCUuu reHoMma.

B remuote, Korna oopraHo KoHLeHTpatys ['K 6omee
BbICOKas1, (hopmupyercst komruieke 'K-GID1-DELLA,
KOTOpHEIM B3aumomeiictByeT ¢ SLY1, 4To BEI3BIBaeT
YOMKBUTUHHUPOBAHUE U MTPOTEACOMHYIO ETPaalluIo
o6enkoB DELLA [20]. B orcyrctBun DELLA I'K Mo-
KEeT peaJim30BaTh CBOU PETYJISITOPHBIE MPOTrpaMMbl.
IIpu atom mpanc-dakrtopsl, Takue Kak PIF3, PI1F4,
BZR1 (BrassinaZole Resistant 1) u 1p. 6yayT akTUBHU-
pOBaTh BKCIIPECCUIO TEHOB, YYaCTBYIOIIMX B MPOLIEC-
ce€ YIUIMHEHUS KJIETOK, B TOM YKCJIE TEHOB, KOTOPbIE
KOIUPYIOT (epMEeHTHl OMoreHe3a U MoAupUKaLIUU
KOMITOHEHTOB KJIETOYHOI CTEHKU U/UI1 (DEPMEHTHI,
OTBETCTBEHHbIE 32 MOAUMUKAIIUIO CTPYKTYp Kie-
ToyHOU cTeHku [14]. Huzkue ypoBHu DELLA wu,
KakK pe3yJbTaT, BblcoKkasi akTuBHOCTh PIF, mpuBoaut
K OBICTpOMY pocTy TUITokoTHiIsI. ITockompky DELLA
B3aIMOJICHICTBYIOT C MHOTOUYUCJICHHBIMU PETYJISITO-
pamm TpaHckputmuu [16, 19], To 'K xkoHTpommpyer
9KCITPECCUI0 MHOXECTBA T€HOB, (DYHKIIMOHUPYIOLINX
B Pa3JIMYHbBIX META0OJIMYECKUX Y CUTHAJIBHBIX IMTYTSIX B
X0Jle ATMOJUpPOBaHHOTO pocTa. CienoBatenbHo, 'K
aKTUBUPYET POCT B TEMHOTE, 10 KpaiiHei Mepe, NByMsI
MyTSIMU: TTOAAepXXKrBaeT HU3kuii ypoBeHb HYS, a Tak-
2Ke BBI3BIBacT merpagamnuio oeiakos DELLA.

BpaccuHocTepouabl — CTEpOUIHBIE TOPMOHBI,
BCTpeYaIoIIMECs BO BCEX paCTEeHUSIX U 00Jagaolimne
I POKON PYHKIIMOHAJIFHOM aKTUBHOCTHIO. JleaTno-
JupoBaHHbI (deHoTunn BC-medUIMTHBIX WU He-
YyBCTBUTEIbHBIX MYTaHTOB (bril) TIOATBEpXKIaeT UX
OTpHULIaTeIbHYIO poJib B hoTtomopdoreHese. K HacTo-
SIIIIEeMY BpeMeHU UIeHTU(ULIMPOBAHbI BCE OCHOBHbIC
KOMIIOHEHTHI Tepenaun curHaga bC ot BocnipusiTust
PELIENITOPOM 10 aKTUBAlLlUU mparc-(hHaKTopoB, KOTO-
pbI€ PEryIupPYIOT 3KCIpeccuio Thicsidy bC-3aBUCUMBIX
reHoB [21—23]. ITocne B3aumopeiictBuss bC ¢ meM-
OpaHHoiI1 peuenitopHoii KuHazoii BRI1 (BRassinos-
teroid-Insensitive 1) ciemyeT B3auMoAeHCTBYE C KUHA-
30ii BAK1 (BRI1-Associated Kinase 1). Jlanee 3amycka-
ercd Kackan (hochopnmanpoBaHusI, TPUBOIIIINNA K
akTuBau (ocdarazel BSU1 (BRI1 SUppressor 1)
PP1-tumna, xotopast mepochopuanpyeT 1 MTHAKTUBU-
pyet kuHazy BIN2 (Brassinosteroid-INsensitive 2) [24].
BIN?2 urpaet orpuiiatesibHy0 pojib B BC curHaima-
re. OHa bocopunrpyeT ABa TOMOJIOTUIHBIX MPAHC-
¢dakropa BZR1 u BES (BRI1-Ems Suppressor 1, u3-
BECTHBIN Takke Kak BZR?2), 4yTo nomasiisieT ux TpaH-
CKpUITIMOHHYIO akTuBHOCThL. BZR1/BES1 Tepsior
crrocobHocTh cBsi3bIBaThesl ¢ JJHK m obpa3oBriBaTh
IUMEpPBI C APYTUMU mparc-dakTopamu. Kpome Toro,
dochopunnpoBanHeie BZR1/BES1 nepeMmemarorcs
U3 gipa B IUTOILJIA3MY.

KY3HELOB u np.

ITpu moBeImeHHBIX ypoBHSIX BC BIN2 mHaktusu-
pyetcs nytem aedocdopunrpoBadusi. BES1 u BZR1
J1e(ocOPWIMPYIOTCSI ¢ MOMOIIBIO IIMTOIIIa3MaTHIe-
ckoit mporenHdocdarasnl 2A (PP2A). dedochoprm-
pOBaHHBIE mpanc-GhaKTOPhI 0oJiee CTAOMIbHBI, OHY Ha-
KaIiuBaroTcs B sape, rae B3aumoneiictsyior ¢ BRRE
(5'-CGTG (T/C) G-3")u E-box (5'-CANNTG-3') ane-
MeHTaMU NpoMOTOopoB BC-3aBUCHUMBIX TEHOB U peTy-
JIMPYIOT MX 3KCIpeccuio. PaccMoTpeHHbIE JaHHbBIE
IMOKAa3bIBAIOT, YTO OCHOBHYIO peryismuio bC ocy-
LIECTBIISIIOT Yepe3 kuHa3y BIN2 u nBa mpanc-daxropa
BZR1/BESI, a xapaktep uUX peryJisiliiu 3aBUCUT OT
ypoBHs bC B KiteTKe.

BC perymupyior skcnpeccuio mpumepHo 4000—
5000 renoB [25]. OHM TIOHABISIOT TPAHCKPUIIILIIIO
KOMITOHEHTOB CBETOBOro CHUTrHajJiMHra. CpaBHeHUE
CBETOPETYJIMPYEMbIX TEHOB C TeHaMU, PETYJIUPYEMbIMU
bC, noka3plBa€T aHTarOHUCTUYECKUE OTHOILIECHUS
mexnay ceetoM U BC. BZR1 u BES1 moryT ¢pyHKI1IM-
OHUPOBATh KaK aKTUBATOPbI WJIM PErpeccopbl TpaH-
ckpunimu. OHU peryIrupyroT IKCIPECCUIO TPUMEPHO
200 reHOB mpanc-dakTopoB. [IpsiMbIMU reHAMU-MU -
meHssMu 11t BZR1 u BES1 gaBnstioTcst reHBI, y9acT-
ByIOIIIME B OMOCUHTEe3¢e Win nepegade curdaios 'K,
ADBK, stunena, IIK u KK, a 310 03Havyaer, 4To Io-
mumo BbC-cnemupuunesix reHoB, bC B perymsamnuun
¢du3znonornueckKux IMpoueccoB B3aUMOJEUCTBYIOT C
pasnuuHbiMU (putoropmoHamu [25]. BC BbI3bIBAIOT
DOCT pacTsXKeHHEM, PEeryJupysl 9KCIPECCUlo TeHOB,
Y4acTBYIOIIUX B MOAW(DUKAIIMY KJIETOYHONH CTEHKU,
TpaHCIIOPTE BOJAbl W TIEPEeCTpPOiKe IIMTOCKEEeTa.
BZR1 B3anmmoneiictByeT ¢ PIF4 u aktuBupyet poct
BO Bpems oruoysaiuu [26]. BZR1 u PIF4 umelor oko-
J10 2000 001X TeHOB-MUIIIEHE, MHOTME 13 KOTOPBIX
peryImpyloTcss obommu Oenkamu. 1panc-dakrop,
GLK (Golden2-LiKe), yyacTByiomuii B pa3BUTUU
XJIOPOILIACTOB, SIBJIsieTCs MpsiMoit MullieHbio BES1 n
MOIABJISIETCS UM, YTO TOPMO3UT Pa3BUTHE XJIOPOTLIia-
cTOB [25]. MHoOTruMe reHbl CUTHAJbHBIX U METa0O0JINUe -
CKUX TIyTeH SIBISIIOTCSI MpsIMbIMUA MUllleHsIMU BZR1
u BES1, 4To mpuMBOIMT K PErysIlyM 3KCIIPECCUU
OrPOMHOTI0 KOJIMYECTBA T€HOB U K MePEenporpaMmmMu-
POBaHUIO POCTA U Pa3BUTUSI PACTECHUIA.

OCHOBHDbIE ®AKTOPDI,
OIMPEAEIAIOIIME IMPOUOECC 3TUOJALNA

Hecmotps Ha orpomuyrio poab 'K u BC B peryisi-
LIMU POCTa STUOJUPOBAHHBIX TPOPOCTKOB, BEAYIIYIO
pOJIb B pa3BUTUU PaCTeHUI B OTCYTCTBUU CBETa UTPaA-
1oT COP1 — rnasHEII1 peripeccop ¢poToMopdoreHesa
U HeOoIbIII0e ceMecTBO mpanc-pakTopoB PIF.

COP1 sBnsieTcd LIeHTpaabHBIM pernpeccopoM Go-
ToMopdoreHe3a, Tposieiasier E3 yOMKBUTUHIMIA3-
HYI0O aKTMBHOCTb M BMecTe co SPA (suppressor of
PHYA-105) 6enkamMu pacrio3HaeT OeJIKI-CyOCTpaThl
JUIS1 YOUKBUTUHUPOBAHUS C MOCASOYIONIECH Jerpanaa-
nueit 26S mporeacomoii. COP1 mumeer pelnaroiiee
3Ha4YeHMe IS TToaaepkaHus sTrossumu [27]. B mome-
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kyire COP1 ecthb Tpu crielimpIHBIX JOMEHA, KOTOPhIE
OITOCPENYIOT AMMEPU3ALI0 MOJIEKYJIbI, B3auMOIEH-
CTBHUE C PETYJISITOPHBIMU GeTIKaMU, GeJIKaMK-TTapTHEpa-
mu u cyoctparamu [28, 29]. SPA 6enxu (SPA1-SPA4) B
COPI1-SPA1-E3 nurazHoM KOMILIEKCE SIBISIOTCS
Ko(dakTopaMH M BBITIOJHSIOT PETYISITOPHYIO (PYHK-
nuio, B To BpeMms Kak COP1 — karaiutudeckyro. U3-
MeHeHne Habopa SPA GellkoB B cocTaBe KOMIIIEKca
piusieT Ha pyHkiuo COP1 [29]. PacreHus, Hecyiue
MyTaluu B cop 1, det 1, spa 1234 v B reHax Ipyrux 0eli-
KOB 3TUX KOMIUIEKCOB, UMEIOT JIe3TUOJIMPOBAHHbII
deHoTHII.

COP1—-SPA1 E3 yOUKBUTUHIUTA3HBIA KOMILIEKC
B TEMHOTE HaXOJIUTCS B SIIPE U C ydacTUeM 26S 11po-
TeacoMbl YYacTBYET B Aerpagaliuu mpaHc-¢hakTopoB,
criocoOCTByIOIINX (oToMoOpdoreHedy, TaKMX Kak
HYS5, HYH (HY5 Homolog), HFR1 (long Hypocotyl
in Far-Red 1) u LAF1 (Long After Far-red light 1) [29].
Mx nerpanalivisi BbI3bIBaeT HaKOIJIEHME POCT-CTUMY-
JMpylolmux mpaxc-dakropon, Takux kak PIF3 [30].
ITokazano, uto B TeMHoTte PIF1 B3aumoneiicTByeT c
COP1 u nosbIlIaeT aKTUBHOCTB Jiura3el E3 mis ne-
rpaganuu HYS. Ling ¢ coaBrt. [26] oOHapyXuau He-
npoTreoauTudeckyo crtabuinuzauuio PIF3 B TemMHO-
Te ¢ yuactuem COP1/SPA. OHu noka3zanu, 4TO K1-
Haza BIN2 dochopunupyer PIF3 ¢ mocaenyloueit
nmerpamanueit yepes 26S mporeacoMy BO BpeMsI CKO-
tomopdoreHeza. OgHako COP1/SPA mMoxeT B3au-
mopeiictBoBath ¢ PIF3 uepe3 SPA1 1 HapylIaTh B3a-
nMmocBsa3b BIN2—PIF3, uro npemorBpamaet BIN2-
onocpenoBaHHOe (ochopIMpoBaHUE U pa3pylle-
Hue PIF3. Beino Takke mokaszaHo, uto ABI4 (ABA-
insensitive 4) aktuBupoBasl 3Kcrpeccuto reHa COPI,
YTO CIIOCOOCTBOBAJIO MOMABIICHUIO AeATHOIIMH [31].
COP1 HanpsaMyIo B3aMMOIEICTBYET C (GUTOXpOMaMU
U KpunToxpomamu [29].

B pesynbraTe MoxHO 3akim0unTh, uto COP1/SPA
aKTUBHOCTBH HEOOXOIMMaA TS IO PXKAHMST TIPOIIeC-
ca STHOJISIINU. B TEeMHOTE 5TOT KOMILUIEKC BBI3BIBAET
JeTpamalnio (GPUTOXPOMOB I MHOTHUX mparc-(paKTopoB,
WHULIMUPYIOIINX TIepexon K (oroMopdoreHesy, HO
CTAOWJIM3UPYET PETYIATOPHl TPAHCKPUITIWH, CITO-
COOCTBYIOIIINE STUOIMPOBAHHOMY Pa3BUTHIO.

PIF — HeOosbllloe ceMEMCTBO (PAaKTOPOB TpaH-
CKPUIIINN, KOHTPOJHUPYIOIMNX IKCIIPECCUIO THICIY
T€HOB, CITOCOOCTBYIOIINX STUOIMPOBAHHOMY POCTY M
pazButuio [32]. Perynsius poTomopdoreHesa siBisi-
eTcs BaxkHeuel obmeill ¢pyHkuueit PIF, koropas
peamn3yeTrcsl COBMECTHO C KOMITOHEHTaMM CUTHa-
muara 'K, BC m cBera, omHaKO KaXOblii M3 3THX
mpanc-GhaKTOPOB BHITIONHSIET W CBOM CITeIIbrIe-
ckne ¢pyakunn. Bece Bocemp wiieHOB cemelictBa PIF
(PIF1-PIFS8) Arabidopsis nmeror motuB APB (active
PHYB-binding), a PIF1 u PIF3 nmeror eme u APA
(active PHYA-binding) motus [33, 34]. MyraHThI,
nedunutHble o reHaMm yetbipex PIF (pifg), umeror B
TeMHOTe (poToMOpdOoreHHBINH peHoTurr [2, 35].
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B remnore PIF1 n PIF3 narnoupyrot ¢poromopdo-
reHe3, HEraTUBHO PETyJIMPYsl pa3BUTHE XJIOPOILIACTOB U
cunTte3 xiopodwina. PIF4 u PIFS Bnusior Ha ynivHe-
HUE TUIIOKOTWIS, PeryJupys 3KCIPEeCCUI0 TeHOB,
y4JacTByIOIIMX B OMocuHTe3e aykcuHa, I'K- 1 bC-3aBu-
CUMBbIX T€HOB, CBsI3aHHBIX ¢ pocToM. Ipyrue PIF urpa-
FOT BaXKHYIO POJIBb TIPH TIepeXxoie K AeaTnosmn, a PIF2
v PIF6 gBSII0TCST TO3UTUBHBIMU peErysisitropaMiu (poto-
MopdoreHeza. TpaHCKPUIITOMHbBIN aHaIU3 MYTaHTOB
pa3HoOro Topsiaka (BKIOYasl M pifg) ToKa3al HaIddue
KaK TIepeKPhIBAIOIINXCS, TaK U CIICHU(UIECKN PETyJIi-
pyeMbIx reHoB. [TpeanouTuTeIbHbIMU Yuc-3IeMeHTaMu’
mns1 6enkoB PIF asnsrorcss G-Box (CACGTG) n PBE
(CACATG) (PIF-binding E-box, PBE-box) [36]. PIF
PeryJUpPYIOT IKCHPECCUI0 Pa3HBIX KJIACCOB MPAHC-
¢dakropoB. Psan ¢dakropoB (DET1, HECATE2 u
COP1/SPA kowmruiekc) cradbunusupyiot PIF B Tem-
HOTE, YTOObI MOAAEPKUBATH STUOJISILIAIO, B TO BpeMs
kak npyrue (BIN2, DELLA, HFR1) cnoco6¢erByioT
nerpagmauuu PIF B temHote. DELLA BbI3BIBaAIOT Ae-
rpagpaumio PIF kak B teMHOTe, Tak 1 Ha cBeTy [37].
HFR1 nonasnsier aktnBHOCTh PIF 1 ymMeHbImaeT ux
coaepxanue. Borpoc o dochopunuposanun PIF,
KOTOpOE MpEeAIecTBYET UX erpagaliuu, oOCyX/IeH B
o63ope [34]. PIF moryT B3ammoneiictBoBath ¢ JJHK,
KakK B BHJIe TOMO-, TaK U retrepoauMepoB. EcTb pakTo-
pbl, ycunmBatolue win ociadsstomue JIHK-cBs3b1-
Batoiyio aktuBHOCTh PIF. AktuBHocTh PIF perynu-
pyeTcsl Ha pa3HBIX YPOBHSIX, BKJIIOUasi U3MEHEHUe
CTaOMJIBHOCTU OeJiKa, CYOKJIETOUHYIO JIOKAJIM3AlIUIO,
MOCTTPaHCISLIMOHHbIE MoaUdUKauu, apPrUuHHOCTD
K JJHK u aktuBHOCTh JIHK -CBsI3aHHOTO KOMILIEKCA.

PIF cTtaGuiabHBI B OTCYTCTBHE CBETa, aKTUBHBI B
orcyrctBue 0enkoB DELLA u moryT peryimpoBaThb
9KCIIPECCUIO TeHOB “pocta” yepe3 E-box B ux mpo-
MOTOpax. DKCIIpeccrs HeCKOJIbKUX 1IeJIEBbIX T€HOB
PIF3 6p11a cHmzkeHa B yeaoBusx nepunnta ['K. T1pn
npopactanuu, kKorma ypoBHM 'K BbicOkme u mpo-
POCTKM HAXOISATCSI HIDKE TIOBEPXHOCTH IIOYBbBI, OCJIKU
PIF, cBo6onnsie ot penpeccut DELLA u PHYB-3a-
BUCHMOI1 Ierpagaliy, aKkTUBUPYIOT POCT TMIIOKOTH -
i1 [38]. PIF BreicTynmaloT B KayecTBe LICHTPAJILHOIO
y3Jla BO MHOTMX CUTHAJILHBIX ITYTSIX, TIO3TOMY KOM-
noHeHThl 3Tux nyteii (DELLA, BIN2, EBF1/2 u np.)
B3aumoneicTByloT ¢ PIF, Kak B xone aThoasI LMK, TaK
n (poromopdoreHesa.

HET'ATUBHDBIE PETVYJIATOPBI 9TUOJALNN

Paccmotpennsie Boile pakTopsl (I'K, BC, COPI,
PIF) crioco6CcTBYIOT pa3BUTUIO MPOPOCTKOB B XOJE
STUOJISIUMU W TIOABJISIIOT JItoOoe TposiBiieHue (o-
ToMopdoreHe3a. OmHako Kaxnas JIaxe IIpocTas
(GYHKIMS B pACTEHUU BBITIOTHSIETCSI OJ KOHTPOJIEM
MHOXECTBa PerysiTOpHbIX (DaKTOPOB, OOJBITUHCTBO
U3 KOTOPBIX Mbl, HABEpPHOE, MoKa He 3HaeM. Harnpu-
mep, 'K 1 bC MoryT o6ecrieduTs OBICTPBII POCT TAMO-
KOTWJISI, OAHAKO TUIMOKOTWIb OYAET CAUIIKOM cJiab 1
HE CMOXET MPOOUTHCS Ha TIOBEPXHOCTD MOYBHI, ECJIU B
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3TOT IIpoliecc He BMeaiorcs aTwieH mwim LK. B pe-
TYJISLIMA POCTa 3TUOJIMPOBAHHBIX PACTEHMIA Yy4acTBY-
OT, 10 KpaliHeil Mepe, TpU TOPMOHA, KOTOPEIE SIBJISI-
IOTCSI TIO3UTUBHBIMU PETYISITOPAMU JIE3TUOJSIINN:
LK, stunen n KK.

Oobpadorka LUK pacrenuii A. thaliana B TeMHOTE
MNPUBOIUT K U3MEHEeHUI0 ux Mopdoaoruu [39]. Ilo-
SIBJISTIOTCSL pacIIUPEHHBIE CEMSIOOIN, Pa3BUBAIOTCS
HACTOSIINE JINCThS, UAST SKCIPecCcUus POTOCUHTETH-
YeCKHUX FT€eHOB, MPOUCXOIUT Pa3BUTUE STUOILIACTOB C
3JIEMEHTAMU TUJIAKOUIHBIX MeMOpPaH, TO €CTh MOSIB-
JISTIOTCSI MHOTHE TIpU3HaKu neatnonsonn. Poias LIK B
aKTUBALIUU JIEITUOJISILIMKA TTOATBEPXKIACTCS Pe3yib-
TaTaMu Ha MyTaHTe ampl (altered meristem program) c
yBennmueHHBIM conepxkanueMm IIK [40], a Takke Ha
TpaHCTeHHBIX pacTeHUsIx A. thaliana, 3Kcrpeccupy-
toux reH 6uocuntesa LK (ipf) [41].

3ot 3ddexT LUK cxoneH ¢ TpoiiHBIM OTBETOM Ha
STUJIEH Y BbIPAIlIEHHbIX B TEMHOTE pacTeHUil Arabi-
dopsis, TI03TOMY OBLIO MPEANOI0XEHO, UTO 3(DdEKT
1K 3aBHCHT OT €ro BIMSIHUS Ha METa0OJU3M U/WIN
CUTHAJUIMHT 3TujieHa [42]. OmHako, UCclieToBaB 3TOT
addekr LK, Cortleven ¢ coaBt. [43] mokazanu, 4To
WHTUOUpYIoNrit 3(dEKT coXpaHSIeTcsl KaK B TIPUCYT-
CTBMU MHIUOMTOpa curHaiuHra stuieHa (AgNO,),
TaK 1 y 3TWIEH-HEYYBCTBUTEILHBIX MyTaHTOB (ein2-1).
IMokazaHno, uyrto LIK B npucyrctBun AgNO; B TEMHO-
Te U3MEHSUT YPOBEHb TPAHCKPUMNTOB 2463 TeHOB, U
MPUMEPHO TaKue K€ U3MEHEHWS HaOMI0JaNuCh MpU
neiictBum cBeta. MHorue u3 LIK-peryaupyemsix re-
HOB MMEIOT OTHOIlIeHHWE K (POTOCUHTE3Y, CUHTE3Y
IMUTMEHTOB, CBETOBOMY CUTHAJIMHTY U KOMITOHEHTaM
KJIETOYHOI CTEHKU. DTUJIEH-HE3aBUCUMOE UHTUOM-
pOBaHUE YIJUHEHUSI TUMOKOTWISI LIMTOKWHUHOM
ocymlecTBIsIeTcsT mpm ydactum petiernrtopa AHK3
(Arabidopsis Histidine Kinase 3) u peryjisitopoB oT-
Beta B-tuna ARR1 (Arabidopsis Response Regulator 1)
n ARR12 (Arabidopsis Response Regulator 12). 310
O3HayaeT, YTO TOPMOXEHHE poOCcTa TUIOKOTHMJIS
3TUOJUPOBAHHBIX MpopocTKoB LIK nmpoucxonut aTu-
JIeH-He3aBUCUMBIM TiyTeM. MHTepecHO OTMETUTb,
YTO TIPU MHAKTUBALIMY BaXKHEMUIIINX HETaTUBHBIX pe-
ryasaTopoB  ¢ortomopdoreHesa COP1, DET1 u
CIN4/COP10 (cytokinin insensitive 4/cop10) MmyTaH-
ThI TEPSIOT YYBCTBUTEIBbHOCTH K LIK, TO ecTh 3TH MH-
TUOUTOPHI AEITUOISILIUUN HEOOXOIUMBI 1JISI UHTUOU-
poBaHus LUK ynnvHeHus TMIoKoTuIs B TEMHOTE.

Kak MbI yke o6cyknaiu, 3TuieH TOPMO3UT POCT
STHOJUPOBAHHBIX IIPOPOCTKOB A. thaliana B TeMHO-
te [9]. Ewe 6osiee sipKuM OTpULIATEIbHBIM PETYJISITO-
pom stnosaiuu sieisercs 2KK [44], koTopast B TEMHO-
T€ Yy IIPOPOCTKOB Arabidopsis TIogaBisieT yIUIMHEHUE
TUTIOKOTUJISI Y CTUMYJIMPYET PacKpbITUE CEMSIIOJISH.
Omna cradbunusupyet HYS 3a cueT rmomaBiaeHUsT aKTUB-
aHoctu COPI1 E3 yOMKBUTHMHIHTA3BI, MPEHSITCTBYET
HakoruieHuto 6eiaka COP1 B siape u ociabisier mpsi-
Moe B3auMojeiictBue mexay COP1 u cynpeccopom
PhyA-105 (SPAL), yto cHmxaet aktuBHOCTH COPI.

Kpome Toro, KK perymipyer B 3TMOTNPOBAHHBIX
IIPOPOCTKAX 3KCHpeccuio 862 CBETOYYBCTBUTEIIb-
HBIX TCHOB.

AHanm3 TIpUBeIeHHBIX JTaHHBIX TOBOPUT O TOM, UYTO
POCT 3THOJIMPOBAHHBIX IIPOPOCTKOB OIIpPEIEIsIETCS
KaK ITOJIOXKUTEJIBHBIMU, TAK I OTPULIATESIBHBIMU PETY-
JIITOPaMU STUOJSIINN, 0J1arogapst KOTOPLIM pacTeHUE
ONTUMU3UPYET CKOPOCTh POCTa B 3aBUCUMOCTH OT
MHOTHX (paKTOPOB, B TOM UMCJIC OT CTPYKTYPHI IIOYBBI
W TIIYOMHBI HaXOXIeHMS ceMsIH. ITpopocTok DoirkeH
pacTu OBICTPO, HO JOJKEH OBITH JOCTAaTOYHO Kperl-
KMM, YTOOBI ITPOOUTHCSI CKBO3b CJIOM MOYBbI. IMEH-
HO 3TH CBOMCTBA pacTeHUs 1 GOPMHUPYIOTCS IIPU B3a-
UMOACICTBUM MHOXeCTBa (haKTOPOB.

AESTUOJIALNA

OxazaBIIMCh HAa IIOBEPXHOCTHU, PACTEHUSI BOCIIPH-
HUMAaIOT KayeCTBO CBeTa, MHTEHCUBHOCTb U ITPOHOJ-
XKUTEJIbHOCTb BO3IEHCTBUS U MOTYT OIITUMU3NPOBATh
POCT U Pa3BUTHUE B COOTBETCTBUU C YCIOBUSIMU ITIPOM3-
pactanus (puc. 1). PeryiasaTopHble CUCTEMBI pacTSHUS
IIEPEOPUEHTUPYIOTCS HAa MOAABISHUE POCTAa TUIIOKO-
TUjsl, (popMHUpPOBaHUE JINCTHEB, pa3BUTHUE (POTOCHH-
TETUYECKOTI'O arrapara U nepexon K aBTOTPOGHOMY
nutaHuio. K ropMoHaIbHOM peTyIsiuuy NOOKIII0Ya-
€TCsI CBET, IPeXIe BCEro ¢ ydacTueM (UTOXPOMOB U
KPUIITOXPOMOB. B 3TOT mpoliiecc BOBIeKaOTCS MO3U-
TUBHBIE PETyIITOpbl (poToMOpdoreHe3a, TakKme Kak
HY5 n 6enxut DELLA. IlapamiensHo TTogaBiisieTcs ak-
TUBHOCTD LIEHTPAJIbHOTO perpeccopa poTomopdoreHe-
3a COP1, oenkoB PIF, momaBisieTcss akTHBHOCTH OCHOB-
HbIX mparc-pakropoB bC (BZR1/BES1), naruoupy-
ercst uocuHTe3 'K, 1 3HaUMTEIbHO BO3pacTaeT pojib
LK, ocobeHHO nMpu pa3BUTUU XJIOPOILIACTOB. B 3TOT
Mepro OHTOIeHe3a BaXKHEMINEe 3amadyeil saBiseTcs
dopmupoBaHue (POTOCMHTETUUYECKOIO amrapara, 0e3
Yero HEBO3MOXKEH Mepexo Ha aBTOTPO(GHOE MUTAHHUE.

IIYTU ITPEOOJOJIEHHUA
OOTOOKUCITUTEIBHOI'O MMOBPEXIEHWA

Pacrenue, Haxomsch ellle B 3TMOJIMPOBAHHOM CO-
CTOSIHUM, OOJKHO TOTOBUTBHCS K XKM3HU B YCJIOBUSIX
ocBellleHHOCTU. Ha cBeTy OHO MOXKeT OBICTPO IIpeBpa-
TUTBCS B aBTOTPOGHOE pacTeHUE WIN TaK K€ ObICTPO
MOXKET MOTMOHYTH OT (POTOOKMCIMTEIHLHOIO TTOBpE-
XaeHus. B xone nestuonsiiiuy peryysiTopHble CUTHA-
JIBI PA3JIMYHOM IIPUPOILI JOJIKHEI 00ECIIEUNTh pa3BU-
THe (POTOCHMHTETMYECKOIrO amapara IIpyu OTHOBpe-
MEHHOM 3allIUTe PacTeHUS OT (POTOMOBPEKIACHUIA.

IIpoMexXyTOYHbIE METAOOJIUTHI TyTU OMOCUHTE3a
teTtparmuppoioB (IIBT) Moryr OBITH MCTOYHUKOM
aKTUBHBIX (DOPM KUCJIOpoaa. Y pacTeHU OMOCUH-
Te3 TeTPanuppoIOB MPOUCXOAUT B TJIACTUAAX, a BCE
depMEHTHI BTOTO IIYTHM KOIMPYIOTCSI B sape [45].
OnacHoOCTb JJISI pacTeHUs] MpeACTaBisSeT Ipenlle-
CTBEeHHUK Xjopodmwria — mporoxiopodmomn (Pch-
lide), KOTOpBIT HAKAIIMBACTCSI B TEMHOTE, HO MOXKET
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OBICTPO yMeHbIIaThcs Ha cBeTy 3a cueT HAID-H mipo-
Toxsiopopuuina okcuaopenykras (PORA-PORC; Pro-
tochlorophyllide OxidoReductase), koTopbie mpeBpariia-
1ot Pchlide B ximopoduumn (Chlide) [46]. KomryecTBo
Pchlide 1omkHO OBITh CTEXMOMETPUUECKU CBSI3aHO C
ypoBHeM POR, Tak kak cBo6oaHEbIi1 Pchlide Ha cBety
JIEeMCTBYET KaK (hOTOCEHCUOMIN3ATOP U IIPOU3BOIUT
A®K, TeM caMbIM BBI3bIBas (POTOOKUCIUTEIBHOE
MOBpPEKICHUE.

st uckimoyeHus: (hOTOMOBPEXKACHUSI PAaCTEHUS
DPa3BWIM CIOXKHYIO CUCTEMY 3allUThI, KOTOpast 1OCTU-
raeTcst IByMsl ciocodaMu: MoJaBjieHUeM aKTUBHOCTH
depmenToB I1BT B TemHoTe 1/mnu aktuBauueii POR
B MOMEHT MOSIBJIEHUSI TIPOPOCTKa Ha cBety. M3BecT-
HO, YTO TeéM MHTMOUPYET MpeBpallleHue riiyramara B
amuHoJieByIMHOBYI0 Kucnoty [47]. GUNI1 (Genomes
UNcoupled 1) uarnbupyer skcnpeccuto reHa HEMAI
(I'myramun-tRNA penykrassl) B TeMHOoTe. MneHTH-
GUuLMpOoBaH OTPULIATEBHBINA PETYISITOP OMOCUHTE3a
xnopoduna FLU (FLUorescent in blue light) [48],
KOTOPBI B3aUMOJIEMCTBYET HEMMOCPEACTBEHHO C Ty~
tamui-TPHK-penykrazoit (HEMA) u monasisieT ee
aKTUBHOCTb. OCHOBHYIO POJb B IOJABJIEHUMU IKC-
npeccuu reHoB I1BT urpator PIF [34, 35]. UnakTn-
Bauus yeTbipex reHoB PIF (pifg) akTuBupoBana skc-
npeccuio HEMAI, CHLH (H subunit of magnesium-
chelatase) 1 GUN4 (Genomes UNcoupled 4), uto
MIPUBOAMIO K Ype3MepHOMY HakoruieHuto Pchlide B
TeMHOTE U (pOTOAECTPYKIIMU TTPOPOCTKOB MPU OCBE-
menun [35]. Ilokaszano B3ammopeiicteue PIF3 c
nnpomotopom CHLH, a PIF1 — ¢ mpoMoTopamMu TeHOB
CHLH, PORCu CAO (Chlide A Oxygenase), mpu4aeM
PIF n HY5 KOHKypuMpYIOT 3a OJHM U T€ XK€ CANThI
cBs3biBaHUsI Ha pomoTtopax [49]. PIF1 u PIF3 mo-
nasirsiioT HakoruieHne ADK 1myrem o6pa3oBaHUS re-
TepoaumepoB ¢ mpanc-pakTopamu HYS m HYH,
npenorBpamiasg akTupauuio ADK-uyBCcTBUTEILHBIX
retoB [50]. PIF1 akTuBHMpyeT SKCIIpECCHIO TeHa
PORC, 9TO B XOlie¢ OE€3TUOJISILIMU UTPAET ITO3UTUB-
Hy10 poib. Kpome Toro, PIF1 yactTuuHo nmopasisiet
tpanckpurmio pakropoB FHY3 (Far-red elongated
HYpocotyl 3)/FARI1 (FAr-red impaired Response 1),
aKTUBUpPYIOIIUX 3Kcrnpeccuio reHa HEMBI, xoto-
poiii KomupyeT ALA-nmeruapara3sy [51].

IToxkazaHo, 4TO 3TWJICH aKTUBUPYET SKCIIPECCUIO
reHoB ¢oro3zamintel PORA u1 PORB B ceMsSIosIx
A. thaliana 3a cyeT TIPSIMOTO CBSI3BIBAHUS STUJICH-3a-
Bucumoro mpauc-dakropa EIN3 ¢ mpomoTtopamu
9Tux reHoB [8, 52]. AgNO; noaapisieT IKCIPECCUI0
reHoB PORAn PORB. MyTtaHTHBIE pacTeHUS C HAK-
TUBUPOBAaHHBIMU TeHaMu EIN3/EIL 1 HakanauBaiu
6oJblree KonuuecTBo Pchlide, yeMm pacTeHUsI TMKOTO
TUTIA. DTWICH YBEJIMYNBAJI HAKOITUICHHE XJIOpodrIIa
MocJjie MepeHeCceHUsI Ha CBET BhIpallleHHBIX B TEMHOTE
MYTAHTOB flu, BEpOSTHO M3-3a CHIKEHUSI YPOBHSI
Pchlide. Zhong c coasr. [8, 52] mpemrararor paccMaTpu-
Bath EIN3/EIL] Kak HOBBI KjIacc peryjsiTopoB OMO-
cuHTe3a xiopodmuia. TakuMm o6pa3oM, COBMECTHO C
PIF3 stuien ydyacTByeT B ITOHABIIEHUM SKCIIPECCUN
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reHoB OMOCHHTE3a XJIopoduliia B TEeMHOTE, a aKTHU-
Balusi reHoB PORA u PORB crioco0CTBYEeT OBICTPOMY
BoccTraHoBieHUo Pchlide, yTo 3amuinaer mpopocrt-
KU OT POTOOKUCIICHUSI.

HMHuTepecHo, 4TO pacteHus, Ae(ULIMTHBIE TIO CO-
nepxanuto 'K, HakamuBaiot Oobiire Pchlide, yem
pacTeHMsI IUKOTro TUIIa, HO OHM 00JIee YCTOMYUBHI K
dotoctpeccy [53]. Takue pacTeHUsI B TEMHOTE CO-
nepxat oonbiire 6eakoB DELLA, KoTopele, BEpOsITHO,
CHUMAIOT PEIIPECCHIO C TEHOB OMOCHHTE3a XJI0poriIa
3a cueT B3aumonenicteusi ¢ PIF. DELLA sBnstroTcs 1o-
JIOKUTEJIbHBIMU peryisiTopaMu 3kcrpeccun POR, dto
CHOCOOCTBYET cCHUXKeHMI0 HakoruieHuss ADPK npu ge-
aTHosAMM. Kak MoKa3bIBaloT pacCMOTPEHHbIE pe-
3yJIbTaThl, y PACTEHUIA €CTh MHOTOYKCIIEHHBIE CIIOCOOBI
3aIIMUTHI OT OKUCIUTEIBHOTO MOBPEXACHMS TIPU TIEpe-
X0oJIe OT ATUOJSLIUU K POoTOMOpPPOreHesy.

CBET UHULIMHNPYET
IMPOLECC AESTHUOJIALNN

JeaTrosams pacTeHU HAYMHAETCSI C BOCIIPUSI-
TUS cBeTa poTopenenTopamu. PacteHust BocripmHM-
MalT CBET pa3HBIX JJIMH BOJH (pOoTOpelenToOpamMu,
KOTOphIE, TIPpW aKTUBAlUM CBETOM, WHUIIMHPYIOT
omnpeesIeHHbIE MYyTU TIepeaadyr CUTHAJIOB, U3MEHSTIO-
mux poct u paszputue. Y®-B (280—315 Hm) Bocmpu-
HuMaetcs peuernropom UVR-8 (UV resistance locus 8).
@DoTOTPONMHBI, KPUIITOXPOMBI U ceMeICTBO Zeitlupe
BocrpuHuMawT YP-A (315—400 um) u cuHwmii (400—
495 HM) cBeT, a GUTOXPOMbI BOCIIPUHMMAIOT Kpac-
Hblii (600 HM) U ganbHUI KpacHbIil cBeT (730 HM)
[54—57]. ¥V A. thaliana nath GUTOXpOMOB, 0003HA-
yeHHbIX KaK PHYA—PHYE. N-koHueBasa 4yacte MO-
nekynel PHY orBeuaer 3a BocnpusTHe cBeTa, TOTIa
Kak C-KoHI1IeBasi 00J1aCTh Y4aCTBYET B IMMEPU3ALIUU.
PHYA crabuiieH TOJIbKO B TEMHOTE, B TO BpeMsl KaK
Bce IipyTrue (DUTOXPOMBI CTA0OUJIbHBI Ha CBETY. B TeM-
HOTe (PUTOXPOMBI, B OCHOBHOM, JIOKAJINU3YIOTCS B LIV~
TO30JIe B HeakTuBHOU (popme Pr. I1pu Bo3neiicTBuM
kpacHoro cseta PHYB usmensier xkondopmaimio,
MpeBpallasich U3 HeaKTUBHOI Pr (660 HM) B aKTUB-
Hyio ¢popmy Pfr (730 HM) u mmoctymaer B simpo. MM-
nopt PHYA B ssmpo mHUILIMMpPYyeTCS KOPOTKUM WM-
MyJIbCOM KPacHOT0, NaJbHETO KPAaCHOTO WJIU CUHETO
ceeta. Tpanciokauus PHYA mpoxoouT B TeueHue
HECKOJbKMX MUHYT U TpeOyeT y4acThsI HEOOJBIINX
oenkoB FHY1 (Far red elongated HYpocotyl 1) u
FHL (FHyl Like). Tpancimokamuss PHYB uner 3Ha-
YUTEIbHO MeajieHHee, Ho 6e3 yyactust FHY1/FHL.
B sinpe PHYA 1 PHYB nokanusytorcs B cnekjiax Win
sanepHbIX pororenax [58]. PHYB o6pasyer nBa Tuiia
SIIEePHBIX (POTOTEI: paHHME (OTOTEIA, KOTOpPBIE (hop-
MUpPYIOTCSI B TedeHue 15 MUH Tocjie BO3AeMCTBUS
CBeTa U JIOKanu3yrTcs coBMmecTtHo ¢ PIF, 1 mo3mHue
doToTena, KOTopbie OOJIBIIE TTO pa3Mepy, bojee cTa-
OWJIBHBI W MOSBIISIIOTCS TIocie 2—3 4 BO3IEHCTBUS
KkpacHoro cBeta [30]. PHYA nokanmu3yeTrcs cCOBMECTHO
¢ COP1 B paHHUX SIepHBIX TeJIaX U OBICTPO JETPaIN -
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pyeT Ha KpacHOM CBeTy. B mpucyTcTBNM akKTUBUPO-
BaHHBIX (uToxpomMoB wiu KpumnrtoxpomoB COPI
MUTPUPYET U3 SIApa B LIUTO30JIb, YTO HNPUBOAUT K
npocTpaHcTBeHHOMY paszoodieHnio COPI1 ¢ ero cy0-
crparamu [59]. CBeT MOXeT BbI3bIBaTh JIeTpagalliio
6enkoB SPA uiam ocnabisTh CUJTy B3aUMOIECHCTBUS
Mmexny COP1 u SPA1, 1 3T0 TTOHABIISIET aKTUBHOCTD
COP1 [60]. BzanmonetictBue CRY1 1 CRY?2 ¢ SPA 6e-
KaMM NPUBOOUT K CHIDKCHMIO CBsI3bIBaHMsI SPAI ¢
COP1 u x nunaktuBanuu COP1/SPA xommiekca. Pe-
nenTop Y®-B UVRS (UV resistance locus 8) nHak-
tuBupyetr COP1 npyrum mexaHusmom. JintenbHast
nHaktuBanuss COP1/SPA nocTuraercst ICK/IIOUeHM-
eMm COPI1 6enka us sapa.

B snpe dbuToxpomMbl B3aMMOAEUCTBYIOT C MpaHc-
daxkTopaMu U peryaupylor akcmpeccuio doiuee 10%
TeHOB Arabidopsis. Baxueimmmu naptHepaMu Q-
ToxpoMoB saBisieTcs: PIF, kotopsie, Hapsiny ¢ COP1,
HUTPAIOT KJIIOUYEBYIO POJIb B MOAAEPKAHUM STUOJISIIAN
pactenuii [33]. @UTOXPOMBI Ha CBETY aKTUBUPYIOT
dochopunupoBaHre, YOUKBUTUHUPOBAHUE U TIPO-
TeacoM-OIOCPEAOBAaHHYIO JeTpamaliiio HeTaTUBHBIX
peryisaTopoB (poTromopdoreHesa, 1 3T0 MHUIMHAPYET
repexo K neaTnonsiun [61]. CBeTouyBCTBUTEIbHAS
nerpaganusa PIF3, nmokanu3oBaHHOrO BMeCTe C aK-
TUBHBIMU (DUTOXpOMaMM, HAan00Iee aKTUBHO IIPOKC-
XOIUT B KpynHbBIX doroteiax [62]. benok HEMERA
HeoOxoauM IJIst (POPMUPOBAHUS KPYITHEIX (POTOTEN U
nerpamannu PIF. PHYA Bei3eiBaet nerpamanmio PIF1
u PIF3 [30]. PIF4 u PIF5 aBasitoTcst MUILIEHSIMUA JJ1sT
PHYB. PHYA Bnusiter Ha PIF4 u PIF5 KocBeHHO,
yBesmmumBas cogepkanne HFR1, kotopbre o6pa3yror
reTepoJMMEpPHI, HE CITOCOOHBIE K CBsI3biBaHMIO JIHK.

MBI MOXXEM 3aKJIIOUYUTh, YTO (PUTOXPOMBI CHUMAa-
10T penpeccuio (poromopdoreHesa, BeI3BaHHYIO PIF.
HurepecHo, yuto PIF2 u PIF6 B ominuue ot Apyrux
YJIEHOB CEMEICTBA SIBJISIIOTCS TTOJIOKUTEIbHBIMU pe-
ryasaropamu nestvonsauuu. COP1 BbI3bIBaeT aerpana-
muro PIF2 B temHote, B To Bpemst Kak PHYB crabumi-
supyeT PIF2 Ha cBety. PIF2, B3aumoneiictBys ¢ PIF1,
3, 4 1 5, IPEIATCTBYET UX CIOCOOHOCTH PEryJIMpo-
BaTh DKCIIPECCUIO TEHOB-MMUIIIEHE.

I[1poOuBIIMCH HAa TTIOBEPXHOCTH ITOYBHI, ITPOPO-
CTOK M3-3a PSIIOM HaXOMSIIMXCSI PAcTeHM dvalle
BCEro OKa3bIBaeTCs B yCIOBUSIX CIaOOTO OCBELIECHUS,
o0oTalmeHHOTO JTadbHMM KpacHbIM cBeToM. PHYA
SIBJISIETCSI TJIaBHBIM (DOTOPELENITOPOM, OOecreynBa-
IOIIUM TIepeKIIoUeHUe Pa3BUTUSL C BTUOJSILUMU Ha
doromopdorene3, mockonbky PHYA omocpenyer
CBEPXHU3KO BHepreTudeckue otBeThl (very low flu-
ence response), Ha KOTOpble HE CIIOCOOHBI Ipyrue
dotopenentopel. Kpome TOro, B aTMOIMPOBAaHHOMN
tKaHu PHYA B necsiTku pa3 0oJibliie, yeM Ipyrux pu-
TOXpoMOB [63]. B Takoii cuTyanum naxe ciaObIid
JNaJIbHUM KpaCHBIN CBET MOXKET aKTUBUPOBATD XOTS ObL
HeckoJibKo Mosiekynl PHYA, KoTopble 3aIlycTsT npo-
necc ¢poromopdorenesa. Ilpuuem poroMopdoreHes,
nHutmpoBaHHbil PHYA, He MoXeT OBITB “OTMEHEeH”

KY3HELOB u np.

JaJIbHUM KpacHBIM cBeToM [64]. YUepes KopoTkoe Bpe-
MsI CBET BBI3bIBAE€T SKCIPECCUIO TEHOB, MHOTHE U3 KO-
TOPBIX SIBJISTIOTCS mpaHc-HaKTopaMy, THULIUAPYIOII -
MM Mepeaady CUTHAJIOB, BEAYIIVX K Je3TUOJISILINN.

HBa mpanc-paxkropa FHY3 u FAR1 aBastoTcs rmo-
JIOXKUTEJIbHBIMU PETYJISITOpaMU Tepeaayr CUTHAJIOB
PHYA u ygacTBYIOT B KOHTpOJIE pa3HBIX (PU3MOIOTH -
yeckux IpoueccoB [S1]. B Arabidopsis FHY3 aktuBu-
pyeT TpaHcKpunmuio reHa HEMBI B oTBeT Ha Kpac-
HBIA W JAITBHUM KpacHBIM cBeT M reHoB GUN4 m
CHLH tipu Bo3eiicTBUM IaJIbHETO KPAaCHOI'O CBETA.
ITpu nnaktusauuu FHY3 u FARI B TeMHOTe HabJI1O-
naetcsd cHrmKeHue ypoBHs Pchlide 1 ocnabdienne go-
TofecTpyKiuu Ha cBeTy [51]. B temHote PIF1 B3aumo-
neiictyer ¢ JIHK-cBsa3biBatonium nomeHom FHY3 u
nonasiset ero akTuBHocTb. FAR1 u FHY3 B3aumo-
neictByoT ¢ HYS yepes JIHK-cBsi3biBalolie gome-
HBI, YTO BIUSIET Ha Tepenauy curHaios PHYA [65].
Kak BumHo n3 nmerommxcs pe3ynsratoB, PHYA BbI-
MOJIHSIET CBOIO (DYHKIIUIO B YCIOBUSIX, KOTA HET Ipy-
roro 3¢ GeKTUBHOTO (poTOpeleTOpa: Ip1u OYEHb ClIa-
00Ii OCBEIIIEHHOCTU U HU3KOM OTHOIIIEHUU KPACHOTO
K JaJbHEeMy KpacHomy cBety. Ilo Mepe pocta pacre-
HUSI M UBMEHEHMS CIIeKTpa CBeTa apyrue (oTopener-
TOPBI MOJKJTIOYATCS K PETYJISIIIMU Pa3BUTUS PACTEHUSI.

HY5 OBECIIEUMBAET B3AMUMOAENCTBUE
CBETA U PA3JIMYHBIX TOPMOHAJIBHbBIX
CUTHAJIbHBIX ITYTEU

BaxHellIuM KOMITOHEHTOM CBETOBOIO CHUTHa-
JIMHTA, Ha KOTOPOM CXOISTCS CUTHaiIbHBIE ITyTH 'K,
IIK, aykcuHa u ABK, sBiisieTcs MO3UTUBHBIN pery-
ngTop ¢dotomopdoreHesa mpanc-dakrop HYS5 [66,
67]. Conepxanue HYS npsasMo KoppeJupyeT co cTe-
MeHbo GoToMOPHOTeHHOTO pa3BUTUS. MyTaHTHI Ay S
XapaKTepU3YyIOTCS YIIMHEHHBIMU TUITOKOTUJISIMU,
CHUXXEHHBIM YPOBHEM xJiopodusia U aHTOLIMAHOB.
HY5 cymectByeT B 1ByX (popmax: hochopumpoBaH-
HOM (HeaKTUBHOI) M HedochOpMIMPpOBaHHONI (aK-
TUBHOIT). CBET CITOCOOCTBYET HAKOIUICHUIO B SIIIpe
oenka HYS5 nyrem mHaktuBanuu COP1 E3 nurassl.
HYS5 peryaupyer s3KcOopecCuUio IMOYTU OIHOM TpeTu
reHoB A. thaliana, n 3000 M3 HUX KOHTPOIMPYIOTCS
MPSIMBIM CBSI3bIBAHUEM C IIPOMOTOpPaMMU TeHOB [68, 69].
I'ennl, perynupyemble HYS, dacto comepxar G-box
nocienoBareabHOCTh (CACGTG). LUK, saBussich mo-
3UTUBHBIMU pETyIsTOpaMu Aeatuosisiuuu [39], uH-
OYLIUPYIOT HAaKOIUIEeHUE B sape 6enka HYS, BeposiT-
HO, yepe3 BozaerictBue Ha COP1 [66]. 'K mogasiser
doToMopdoreHe3, CcHMXasl colepxXaHUe OeJIKOB
DELLAu HYS5 [70]. HYS B3aumoneiictByet ¢ PIF1 u
PIF3 in vivo, xoukypupys 3a cBg3bpiBaHne ¢ G-box
MOCJIeI0BaTEIbHOCTSIMY T€HOB OEJTKOB (hDOTOCUHTE3a
U peryaupyeT ux akcipeccuo [50]. Kpome Toro, HYS
WHIYLIUPYET CBOIO DKCIIPECCUIO, HEINOCPENCTBEHHO
CBSI3BbIBASICh CO CBOUM IIpoMoTopoM [71]. OH urpaet
BaxKHYIO POJIb B peTyJIsIUMU TpaHcKpurumu HEMAI
MpPU pa3HbIX YCJIOBUSIX OCBElEHUS. MHOrue reHbl
®U3UOJIOTUS PACTEHUN Ne 6
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OUMOCHHTE3a TETParUupPpPOJIOB SBISIOTCS TPSIMbIMU
muieHsiMu it HYS. TMotepst pynkumu HYS yactuaHo
uHTHOUpyeT 3Kcrpeccrto CHL H v HaKoTUIeHUE XJI0pOo-
dwmwIa B ceMsImoIIstx Impy poromMopdoreHese.

HY5 crniocoberByeT (poToMopdoreHesy, U3MeHsIst
nepemagy curHajaoB aykcuHa, 'K m ABK. Hampu-
mep, HY5 n ero romosor HYH, MoryT mogaBiisiTe 11e-
penavyy CUTHAJIOB ayKCHMHA Yepe3 aKTUBALUIO €ro OT-
pULIAaTeIbHBIX peryiasaTopoB [67]. UccnenoBaHue re-
HoB-MuineHeit HYS5 B reHome Arabidopsis BHIIBUIIO
MOTeHIMAJIbHbIE TeHbl CUTHAJILHBIX OEJIKOB ayKCHHA,
Bxitodast AUX/IAAs u ARFs [72], TeHbl, KOTUPYIOIINE
curHanbHbIe 0enku aTwiieHa (ERFs, ethylene respon-
sive factors), 'K (DELLA), a Takxe (pepMeHThI METa-
o6omusma ABK (NCEDs un CYP707A3), sTuneHa
(ACSS), I'K (GA20x1) n XK (LOX3). IlokazaHo, 4To
HY5 uHTerpupyer myTH repeaadym CBETOBOTO CUTHA-
ma n ABK Ha paHHe#l cTamum pocTa HpPOPOCTKOB
A. thaliana 9epe3 TipsiMyI0 akTuBaLmo reHa ABIS [73].
HY5 B3zaumoneiicTByeT ¢ IpomMoTopoMm reHa ABIS,
BJIVISIST HA €70 DKCIIPECCHIO M DKCIIPECCHUIO PETYIINPY-
€MBIX UM T€HOB. YPOBHHM TPAaHCKPUIITOB ABI5 n ero
LIeJIEBbIX TEHOB ObLIM 3HAYUTEJbHO CHUXXEHBI Y AyS
mytaHnTa. HY5 nopasiser nepenauy curtHana bC 3a
CYEeT aKTUBAIIMM T€HOB OEJIKOB, OJOKMPYIOIINX aK-
TuBHOCTh BZR 1. ITokazaHo, uto HYS saBasieTcst Tou-
KOi1 TIepecedeHUsI CUTHAJIbHBIX ITyTeil KpUIITOXpOMa
U LIMTOKMHMHA [66]. IIpuBeneHHbIE pe3yIbTaThl Ja-
FOT BO3BMOXHOCTb 3aKJIIOUMTh, YTo HYS Haxonurtcs B
LICHTPE TPAHCKPUITLIMOHHBIX CETEil CBETOBOIO U TOP-
MOHAJIbHOTO CHUTHAJIMHTa, KOTOpPbIE COBMECTHO
Y4acCTBYIOT B peryisinuu hoToMopdoreHesa.

CBET 1 ®UTOI'OPMOHDI
B XOAE JESTHUOJIALNN

I'm66epesmubl. CBeT BBI3BIBAET OBICTPOE ITOIABIIC-
HME IKCITPECCUM T€HOB, KOAUPYIOIIUX KItoUeBble hep-
MeHThI onocrHTe3a I'K (AtGA200x1, 2 u 3 1 AtGA3ox1)
U yBEJIIMYMBAET 3KCIIPECCUIO T€HOB, KOIMPYIOIINX
I'K-unaktuBupyroomme ¢GpepMeHTBI, YTO BBI3LIBACT
cHkeHre comepxxanus 'K [4, 16]. benku DELLA
TOXE Y9aCTBYIOT B PETyJISIIUU 3KCIPECCUU T€HOB Me-
tabomm3ma 'K [14]. Ha cBeTy mpu HU3KOM comepxKa-
Huu I'K Hakamnusarotcsa 6enku DELLA, kotopbie
NOJABJISIIOT TPAHCKPUMNLIMOHHYIO akKTUBHOCTh PIF,
yto criocoocTByeT HakorieHuio HYS [4]. DELLA
perpeccUpyIoT YIVIMHEHUE TUTTIOKOTUJIST, aKTUBUPYE-
moe 'K n BC, uyepes Bzaumoneiicteue ¢ PIF n/umm ¢
BZR1/BESI1 [5, 33, 74]. DELLA Taxxxe y4acTBYeT B
peryisiliuM OMOCUHTE3a KapOTMHOWIOB, KOTOpbIE
SIBJISIIOTCSI BAaXKHBIMU (POTO3AIIMTHBIMU TTUTMEHTaMU
[75]. B temBoTte PIF momaBistioT 3KCIpeccuio TeHOB
OMOCUHTE3a KapOTMHOUIOB, OMHAKO HAa CBETY OHU
JIETpagupyIOT, 1 KapOTUHOMALI CUHTE3UPYIOTCS Ma-
paJIeIIbHO ¢ xyopodruiaMu. 3HAYNTEIbHAS YacTh Te-
HOB, KOTOpbIE OTBEYAIOT Ha OKWUCIUTEIbHBINA CTpecc,
TaKXKe HaxodsaTcs moa KoHTposaeMm 6enkoB DELLA.
Cgert perymupyet cogepkanne PIF3 n PIF4 na yposHe

®U3NOJIOTHS PACTEHUM Ne 6

TOM 67 2020

Oernka, a I'K perymipyeT TpaHCKpUTILIMOHHYIO aKTHB-
HocTb PIF yepe3 DELLA 6eaku. CienoBaTebHO, CBET
noxanisieT ypoBeHb 'K, B pe3ysibTare HaKaIuIMBaIOT-
ca 6enku DELLA, KoTopble MHTHOMPYIOT AeiiCTBUE
I'K n BC 3a cuer mHakTMBanuu (hakKTOpOB TpaH-
ckpunuuu PIF u BZR1/BESI.

Bpaccunoctepouanl. CBeT He OKa3bIBaeT Cyllle-
CTBEHHOTO BIIMSIHUS Ha ypoBeHb BC. dedunntHbie
1o bC MyTaHTBI UMEIOT TEMHO-3€JIEHbIE JIUCThS B pe-
3y/IbTaTe YBEJIMYCHUSI COACPKAHUS XJIopodwiia U
doTocuHTeTIecKNX O6ekoB. CBeT 1 bC anTaronm-
CTUYECKU PETYJUPYIOT 3KCHPECCUI0 OOJBIIMHCTBA
reHoB [76]. BZR1 mopaBiisier 3KCHpecculo MO3UTUB-
HBIX KOMIIOHEHTOB CBETOBOIO CUTHAJIMHTIA, TAKMX KaK
PHYB u ¢dotorponuH 1, HO aKTUBUPYET IKCIIPECCUIO
HETATUBHBIX PETYISATOPOB (hoToOMOpdOoreHe3a, BKIIIoJast
COP1 u ero maptHepoB, Hampumep, SPA1 [25, 77].
BZR1 umMeet o0l11e reHbl-MUILIEHU C mpanc-dak-
Topamu, peryaupyiomumu ¢oromopdoreres (PIF,
HY5) [77]. Takum ob6pazom, BC mHruoupyoT KomM-
MMOHEHTHI CBETOBOTO CUTHAJIMHIa Ha ypOBHE TpaH-
CKPUITLIN.

IMToxazano Takxke, yro UVRS8 B3aumomeiicTByeT ¢
BES1 u mogasnster ero cesa3eBanme ¢ JIHK, 94To BEI3BI-
BaeT MHIMOMPOBAHUE YIJIMHEHUS TUITOKOTWIS [26].
CRY]1, BzanmoneiictBys ¢ BIN2, Be3bIBaeT pochopu-
ympoBanue BZRI1, 4ro momaBiseT ero akKTUBHOCT.
BZR1 cBs3biBaetcs ¢ mpomotopoM GATA2 n peripec-
cupyetero [76]. eteponnmep BZR1-PIF4 vinmynupyet
9KCIIPECCUIO TEHOB, YYaCTBYIOIIMX B OTBETAX Ha ayK-
cuH 1 'K, KoTopble 00ecIieunBaroT pOCT PACTSKEHU -
€M, HO KOCBEHHO PeIpecCUpyeT reHbl, KOTUPYIoIIne
oenxkm xsoportactoB. BES1 m BZR 1 Taxske B3anmMo-
neiicteyloT ¢ DELLA, kKotopble OJOKHPYIOT UX
JHK-cBs3bpIBalolyio crrocooHocTts [74]. Kpome To-
ro, MEJaTOHWH TaKXKe YYaCTBYET B PEryJsiliuu yIjiu-
HEHUSI TUMOKOTWJISI M, BEPOSITHO, 3TO IPOUCXOIUT
yepes ero BIAMSHUE Ha 9KCITPECCUI0 TeHOB OMOCUHTE -
3au curHaiauHara BC [78]. Bce mpuBeneHHbIe TaHHBIC
COOTBETCTBYIOT (pyHKIIMOHaIbHOM poau BC B cBeTO-
BOM CUTHAJIMHTE U (hoTOMOpGOoreHe3e.

Inrokuannabl. Ha 3Tare nepexona OT 3TUOJISIIAN
K (poroMopdoreHesy ocodboe MecTo cpean GPUTOrop-
MOHOB 3aHuMaloT LIK, KoTopbie SBASIIOTCS TO3UTUB-
HBEIMU peryisitopamu ¢goromopdoreHesa [79—81].
MexaHU3MBI peleITiIny 1 peann3anun curHana 1K
JIOCTaTOYHO Xopolno usydeHsl [82]. [IK aktuBupyiot
HaKOIUIEHME XJI0po(duilIa, YCKOPSIOT pa3BUTHE KaK
3THOILIACTOB, TakK M xyuoporacToB [80]. IIK BEI3bI-
BaloT Aud@depeHLMaIlbHOe HaKOIUIEHUEe O€IKOB
BCEX OCHOBHEIX OEJIKOBBIX KOMILIEKCOB TUJIAKOUI -
HBIX MeMOpaH xjoporiacToB [83]. [Tokazano, uyto LIK
aKTUBHUPYIOT COOPKY ITOJIMCOM [84], a Takke aKTUBU-
PYIOT TPaHCKPUIILIUIO Psiia IUIACTUIHBIX TeHOB [85].
LK y4JacTByIOT B peryiIsIiliMyd 3KCIIpecCUU OoJiee
100 reHOB, KOOUPYIOLIUX JIOKAJIU30BaHHbIC B Ilja-
crugax 6enku [86]. OHU peryaupyloT Bce OCHOBHEIE
3TaIbl OMOCUHTE3a XJIOPOUIIIa, KOHTPOJIMPYS IKC-
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IIPECCUIO T€HOB M aKTUBHOCTh KOIUPYEMBIX MMM (hep-
MeHTOB [87]. IIK akTUBUpPYIOT B CEeMSIIONSIX OTypiia
CUHTE3 aMHUHOJICBYJIMHOBOM KUCJIOTHI [88], a B 3THO-
JIMPOBAaHHBIX IIPOPOCTKAX STUMEHSI Ha CBETYy KMHETUH
YBEIMUYMBAET aKTUBHOCTh Mg-xesara3sl 1 Mg-npoTo-
nopdupuH-IX-meTuntpaHcdepasbl, a TAKXKe COaep-
xaHue cyorenuaunbl CHLH Mg-nporonopdupuH-
IX-xenata3sl [89]. BAII B TeMHOTE U B II€pBbIC YacChl
MHKYOALIMKY N30JIMPOBAHHbBIX CEMSIIOJICi TIOIIMHA Ha
cBeTy yBenmumBan ypoBeHb MPHK u comepskanue
oenka-depmenta POR [90].

B pabortax HeMenkux ydeHbIX [80, 87] moka3zaHo
y4acTHe KOMIIOHEHTOB LIUTOKMHUHOBOTO CUTHAIMH-
ra B 9KCIIPECCUM TI'€HOB, KOMWPYIOIIMX OCHOBHEIC
depMeHThl OmocuHTe3a xjopodumiuia. Mcciaenosa-
HUSI HA MyTaHTax Arabidopsis TIoKa3anu, 4To pelell-
Topel AHK2 1 AHK3 n perynaropsl orBeta Tna B
ARRI1, ARR10 u ARR12 urpaiot BaxkHY10 pOJIb B TOp-
MOHAJIBHOI PeTyJISILIMU IIPeBpallcHUSI 3TUOILUIACTOB
B XJIopoIuIacTel. bojiee Toro, mokasaHo, 4YToO peryisi-
Topbl otBeTa ARR10 1 ARRI12 cBsI3bIBaloTCS € Ipo-
Motopamu reHoB HEMAI n LHCB6 (Light Harvesting
Complex photosystem II subunit 6), ocyiecTBisIs
TPAHCKPUTILIMOHHYIO PETYJISIIIUIO UX 3KcTpeccuu [87].

B npouecce nestmonsiuuu  mparc-HaKkTophbl
GNC/GNL (Gata Nitrate-inducible Carbon metabo-
lism involved/GNC-like cytokinin-responsive GATA
transcription factorl) cemeiictBa GATA, y4acTBYIOT B
pa3IMYHBIX IIPOLIECCaX Pa3BUTHUS, CBSI3aHHBIX CO CBE-
TOM U dutoropmoHamu [76, 91]. B myranTtax phyA
phyB UK nanymupyotr GNL, nmokassiBasi, 4To Kpac-
=l cBeT 1 LK meiicTByIOT He3aBUCHMMO B PETYJISIIIAN
€ro dKcrIpeccuu. Y IBOMHOIO MyTaHTa gnc gnl CHU-
keHa oakcrpeccusi reHoB IIBT (HEMAI, GUN4,
PORB, PORC) u, KaK pe3yJibTaT, CHIDKEHO CoaepKa-
HUe XxJIopohwia, OQHAKO OBEPAKCIPECCUSI T'€HOB
GNC/GNL nipuBena K NogbeMy 3TUX MokazaTeneit [92].
IIpenmomaraercs, yro 6enku GNC u GNL B oTiimune
ot HYS, PIF u GLK He mpsiM0, a KOCBEHHO pPeTyJn-
pyitot akcrpeccuto reHoB [1BT. GNC/GNL 6enku
He SIBJISIIOTCSI a0COIIOTHO HEOOXOAUMBIMMU IIJISI PETY-
Jsimun 1K 6moreHesa X10poIuiacToB, ITOCKOIBKY Kak
OIMHapHbIC, TaK U JBOITHBIE MyTaHTHI (gnc gnl) oTBe-
vanu Ha LIK B xone neatnomnsauuu [87]. GNL u GNC
Bosiyiekarorcs B curHaiauHr 'K m UYK [93].

Tpanckpurmonnsblii pakrop GLK (Golden2-LiKe)
B A. thaliana xomupyeTrcst AByMs (DYHKIIMOHAJIBLHO
O6m3kumu reHamMu GLK 1 v GLK2 W ydacTBYeT B peTyJIsi-
M OMoTeHe3a XJIOPOIIACTOB Y MHOTHX pacTeHMi [21].
B mytanTe glk I glk2 napyiaetcsi 0MoreHe3 xJoporia-
CTOB B JIUCThsIX [21], a CBEepX3KCIIPECCUSI IIPUBOIUT K
YCKOPEHUIO PA3BUTUS XJIOPOILIACTOB HE TOJILKO B JIU-
CTbSIX, HO U B HE(DOTOCUHTETUYECKHX OpTraHax, TaKMX
kak kopau. GLK unmyuupyercsa LIK. IToarBepkne-
Ho nipsiMoe cBsi3biBanre GLK 1 ¢ mpomoTopamMu Kirro-
yeBbix TeHOB 16T [94]. BeisiBieH npenmnoiaaraeMblii
GLK-y3HaBaemblit yuc-snement (CCAATC) [94].
Bnonxe BosmoxHo B3aumozeiicteue GLK ¢ HYS B
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PETYJISILIMU DKCIPEeCCHU (POTOCMHTETUIECKIX T€HOB.
Onmnako aktTuBHOCTh GLK 0o0Jibllie CBSI3BIBAIOT C pe-
TyJIsiueil GMoreHe3a XJI0poIIacTOB B HE(DOTOCUHTE -
3UPYIOLINX OPTaHaX.

JlaBHO M3BecTHO 0 B3anMonericTeuu LIK 1 cBera B
ouoreHese xjoporactoB. LIK MoryT B omnpeneneH-
HBIX YCJIOBUSIX YACTUYHO 3aMEHSITh JIeliCTBUE CBeETa.
OIHUM U3 TaKUX IIPUMEPOB SIBJISIETCS pa3BuTue (po-
ToMopdoreHHoro deHoruna A. thaliana B TeMHOTE
non neiicteueM UMTOKMHUHA [39]. Bbl1o mokazaHo
B3aMMOJEHCTBUE MeXXIy KOMIOHEHTAaMMU CUTHAIH-
ra uutokuHruHa (ARR4) u penenrtopa ceeta (PHYB)
[95]. Hamu ycTaHOBIIeHO, uTo cBeT U LK, perynupys
skcnpeccuto ATPC (gamma subunit of ATPase com-
plex) reHa, IeHCTBYIOT Yepe3 OJMH U TOT XK€ yuc-3Je-
MEHT 1, BO3BMOXHO, Yepe3 OIUH mparc-daxTop [96].
Vandenbusschte ¢ coaBT. [66] TpHIILIN K BEIBOIY, UTO
HYS5 gaBnsieTcst neHTpaJIbHBIM KOMITOHEHTOM CHTHAa-
JIMHTa, Ha KoTopoM cxonutcs aeiicteue LIK u cuHero
csera (CRY1), nmpuuem o6a pakTopa BBEI3BIBAIOT I10-
BblLIEHUE cTabuiibHOCTHU Oeska HYS.

3akanumBas oocyxkaeHue poau LIK B OuoreHese
XJIOPOILIACTOB, XOTEJIOCh OBl OOPATUTHCS K BOIIPOCY,
KoTOphlii yxke mocrtaBieH Cortleven ¢ Koyuieramu
[87]. Kakyto posns LIK urpaer B GuoreHe3e Xjaoporuia-
ctoB? C onHoli ctopoHsl, LIK BIusiioT mpakTU4ecKu
Ha BCe 3Talbl pa3BUTHS XJIOPOIUIACTOB M Ha BCEX BO3-
MOXKHBIX YpOBHSsIX ero neictaus [80, 81], Ho ¢ apyroit
CTOPOHBI, OHU HE SIBJISIETCS a0COJIIOTHO HEOOXOAu-
MBIMU i1 Pa3BUTHUS XJIOPOIUIACTOB, ITOCKOJIBKY
MPaKTUYECKU IMOJTHOE HapyllleHUEe IMTOKUHUHOBOTO
CUTHAJIMHTA Y MyTaHTa [0 TeHaM BCeX TpeX MeMOpaH-
HBIX penenTopoB [97], a TakxKe y MyTaHTa IO TPeM
peryiasitopaM oTBeta arrl arrl0 arrl2, IpaKTUIECKU
He pearupymoliuuM Ha sk3oreHHble LIK, pa3BuBaroTcst
3eJieHbIe TUCTh [87]. KoHeyHOo, MBI ITOKa HE MOXeM
HUCKJIIOUUTH CYIIeCTBOBAaHME APYTUX MyTeil Iepenadyn
curHana 1K, ocobeHHO B yCIOBUSIX HAPYLICHUS U3-
BECTHOTO MEXaHM3Ma IIepeaadr CUTHaIa ¢ y9acTUEM
MEMOpPaHHBIX PELIENTOPOB, HO 1 CEPbEe3HBIX (PAKTOB
3a CYIIIECTBOBAaHME aJIbTePHATUBHBIX ITyTeil TOKa HET.
B co3maBmieiicst cuTyaliy MBI CYMTaeM IIEPCIIEKTUB-
Hoit runote3y Cortleven ¢ coaBT. [87], coriacHO Ko-
Topoil LIK MoOryT sIBISITbCSI KOOpAMHATOPaAMM BCEX
SHJIOTEHHBIX M 3K30T€HHBIX CUTHAJIOB KJISTKHU IS
HaKOIUIEHHUS ONITUMAILHOTO KOJINYECTBA XJIOPODIUII-
Jla B OMpeAe/ieHHbI Mepruoa OHTOTeHe3a PacTeHMUSI.
Kpome Toro, oHM npeanooXuin, 4TO Ipy HapyIie-
HUY HIUTOKMHUHOBOTIO CUTHAJIMHTA BKJIIOYAIOTCSI HE-
U3BECTHBIC TTOKA KOMIIEHCATOPHBIC MEXaHU3MBbI, pe-
ryJupylone OMOCHMHTE3 Xjopoduuia U OuoreHes
XJIOPOTLIACTOB. XOTEJIOCh OBl HAAESITHCS, UTO IPU IO~
HWCKe KOMIIEHCATOPHOTO MeXaHM3Ma OyAeT OTKPBIT
HOBBIM NyTh nepenauyur curHaia 1 K.

SAKITIOYEHHMNE

XoT4 ellle MHOTO€ IPEICTOUT Y3HATh O MOJIEKYJISIP-
HBIX MEXaHM3MaxX Ilepexoaa OT STUOJISIIUU K (pOTOMOp-
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¢horeHHOMY pa3BUTHUIO PAaCTECHMIA, HEJIb3sS HE OTMETUTh
OrPOMHBIN TIporpecc B JaHHOM 00JIaCTU MCCIIEIOBAHMIA,
HECMOTPSI Ha MCKJTIOYUTEIBLHYIO CJI0XKHOCTH 3TOTO paH-
HETO 3Talla OHTOTeHe3a. DTHOJMPOBAHHOE COCTOSTHHE
pacTeHM onpeneasioT GUTOrOPMOHBI I MHTUOUTO-
psl poTomMopdoreHesa. Beayiryto posib B peryisinuu
stnosmpoBaHHoOro pocrta urparmt 'K n BC, 1 B kax-
JIOM CJTy4ae MHOTO€E 3aBUCUT OT COAep>KaHUSI TOPMOHOB
B TKaHU. B TeMHOTe 00b14HO MHOTO I'K 1 B Takoii cuty-
aI¥ OHU BBI3BIBAIOT Jerpanaiiio 6eakoB DELLA, ko-
TOpbIe Ha YPOBHE TPAHCKPUIILIMA UHTUOUPYIOT TpaK-
TUYECKM Bce IIporpaMMbl, 3arryckaemble I'K. DTtm
OeJIKM B3aMMOIEHCTBYIOT CO MHOXKECTBOM MPAHC-
¢$aKTOpOB, TJIAaBHBIM 00pa30M C TeEMH, KOTOPBIC MO/ -
JIepXUBalOT 3THOIALIMI0. OO0pa3oBaBIINecs TeTepo-
nytuiekesl mparc-dakropa u DELLA He cnocoOHBI
cBsa3biBaThes ¢ JJHK 1 He MoryT peryimpoBaTth 3KC-
npeccuto reHoB. B temHOoTe DELLA Mano u moatomy
I'K BBI3BIBAafOT aKTUBHEII pocT. B xome sTtnosmm
I'K B ocHOBHOM npensaTcTBYIOT HakoruieHnio DELLA,
BBI3bIBAasE WX JAerpagaluio, Io3ToMy Daviere u
Achard [18] octpoymuo HaszBanu 'K “mHrmburopom
uHruouTopa”. B 3ToM Xe HarpaBiaeHUU OCHCTBYIOT
BC. Tloutu Bce nx BIMSHUE Ha IKCIIPECCUIO T'€HOB
nnet yepes mparnc-dpaxkropsl BZR1/BESI, xoTopsle,
Takske Kak ¥ 'K, 3armycKaroT 3KCIpeccuio reHOB, IO/ -
JIeP>KUBAIOIINX STUOJSLNIO. I1py BHICOKOI KOHIIEH-
tpaunu bC maaktuBupyilorcsa BIN2, nedochoprm-
pyoTcsa u ctaHoBsitcsl aktuBHbIMU BZR1/BES1, u
WAET peaju3alusl IIPOrpaMMbl STHOJIMPOBAHHOTO
pa3BUTHUSI. DTOMY CIIOCOOCTBYET TaKXe CeMEMCTBO
mpanc-dakTopoB PIF, ocHoBHasi 3amaya KOTOPhIX 3a-
KJTIOYAEeTCSI B TOM, YTOOBI ITOIICPXUBATh STUOJISI-
muio. BaxHenyio poiib ISk STUOJIMPOBAHHOTO pa3-
BUTUSI UTPAET IJIaBHBIH peripeccop poTomMopdoreHe-
3a COPI1, xoTopblii MoAaBisieT JIIOObIe TPOLIECCHI,
CIIOCOOCTBYIOIINE Ie3TUOISILIAN, HAIIpUMepP, pa3pyIia-
er HYS, Baxneimmii peryiasarop ¢oromopdoreHesa.
MHTEpECHO OTMETUTD, YTO C YIaCTUEM MHOTHUX PETyJIsi-
TOPOB co3maeTcsl anukajabHas nerist. [lopasurensHo,
YTO Yepes3 ITUJICH BOCIIPMHUMAETCS MH(hOopMaIIys pac-
TEHUEM O IUIOTHOCTU MOYBHI 1 TJTyOMHE HAXOXICHUS B
IIOYBE IIPOPOCTKA. B 3aBHUCHMMOCTH OT COCTOSIHUS
IMOYBBI ATUJIEH MOXET 3aTOPMO3UTH POCT T'MIIOKOTH -
JIsI, HO clelaTh ero 0oJiee TOJICTHIM U IIPOYHBIM.
BriosiHe BO3MOXKHO, UTO B MHTUOMPOBAaHUM POCTA TH-
MOKOTHJISI MOTYT yyacTtBoBaTh 1 LIK.

Ha cBety pacteHne MOXET OXWIAaTh HE TOJBKO
OBICTPBIN Mepexoa K aBTOTpo(HOMY MUTAHUIO, HO U
BO3MOXHOE (oToroBpexaecHue. YToObl 3TO MpenoT-
BpaTUTh, CO3/laHa CJIOXKHas CUCTEMa 3allMThl TPOTUB
HAKOIJICHUsI B TEMHOTE M30BITOYHOIO KOJIMYECTBa
Pchlide.

Kak Tonbko pacTeHue MOSIBIISIETCS Ha IIOBEPXHO-
CTH II0YBbI, K TOPMOHAJILHOM PETYJISIINY MOIKITIOYa-
erca cBeT. Cser momapaser omocuaTe3 'K, a 310
O3HAayYaeT, uYTo MosiBUTCSI MHOro 6ej1ikoB DELLA, ko-
TOpBIe OJIOKHPYIOT BCE IIPOTPAMMBI, PETyIUpyeMbIe
I'K, ouenp HeratuBHO noBimstior DELLA u Ha meii-
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crBue BC. Kpome Toro, onm B 3HAUUTEIHLHOI CTEIICHN
WHaKTUBUPYIOT mparc-dakTopsl PIF. Penieriropel cBe-
Ta BbI3oBYT MHakTUBalio COP1/SPA1 komruiekca, a
TaKKe MTHULMUPYIOT pa3pylleHne WM NHAKTUBIINIO
PIF GenkoB. A B3aMeH pa3pyLICHHBIM PEryIsiTopaM
TPAaHCKPUNLIUM HOSBATCS mpaHc-GHaKTOpbl, MTHUILIN-
npylomire poromopdoreHes u, npexae scero, HYS,
KOTOPBII y4aCTBYET BO MHOTMX CUTHAJILHBIN MyTSIX 1
pealbHO PYKOBOIMT IIpolleccoM neatuoisauuu. Ha
CBETY OTPOMHYIO POJIb B Pa3BUTHHU XJIOPOILJIACTOB U
dopmupoBaHM (POTOCMHTETUYSCKOTO arliapaTa ur-
patot LK.

A najiee pacTeHUe MPOAOJIKUT CBOIl OHTOTEHE3 C
YYETOM HU3MEHSIOLIMXCS YCJIOBUM OKpyXalolei
cpenbl. 1 Ha KaXkImoM 3Tarie pa3BUTHUSI TOPMOHBI U IpY-
rue peryyasiTopHble (hakKTOpbl MPOAOJIKAT BHITIOJIHSITh
OYEeHb BaXHYIO pOJib. XOTEJIOCh Obl OTMETUTH, YTO
MHAKTUBALMS W/UIW pas3pylieHue (GUTOXpOMaMHU
PIF u COP1/SPA1 6GenkoB coBceM He O3HAYaeT, YTO
ux Oosible He OyaeT B pacteHuU. OHU OCTaHyTCS B
pacTeHuM, U OYAYT BBITIOJHSATH HEOOXOAUMbIE (DyHK-
LIMM, HAIIPUMED, PEryJupoBaTh pOCT U IpyTUe TPo-
1IECChI Y PACTeHUS TIPU CMEHE AHS U HOYMU.

UccnengoBanue BBIIOJHEHO TIpW (PUHAHCOBOM
noanepxke Poccuiickoro choHma hyHIaMeHTAITbHBIX
KCCIe0BaHUI B paMKaxX HaydyHoro mpoekrta No 19-
14-50212.

ABTODBI 3asIBJISIIOT, YTO Y HUX HET KOH(JIMKTA UH-
TepecoB. HacTos1as craThs He CONEPKUT KAaKUX-JIH -
60 UCCIeqOBaHUM ¢ yIacTUEM JIIOAEH U KMBOTHBIX B
KauyecTBe OOBEKTOB UCCIICIOBAHUIA.
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