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B Hacrosiiiee BpeMsi y pacCTeHU BbIAEISIOT MSATh TPyMIT (hOTOPELENITOPOB, BOCITPUHUMAIOIINX UH(POPMALINIO
00 YCJIOBUSIX OCBEIIEHMSI, O JUIMHE CBETOBOTO JHSI, O TeMITepaType OKpyKalolleil cpeaibl, 0 TPUCYTCTBUU Ta-
TOT€HOB WJIM COCeAeii-KOHKYPEHTOB, O HallpaBJIeHMU BEKTOpA T'PaBUTALIUM U IPYruX hakTopax. DTu hoTope-
LIENITOPHI TTO3BOJISIIOT PACTEHUIO OPMEHTUPOBATLCS B OKPYXKaloIllel 00CTaHOBKE U “TIPUHUMATh pellieHus”,
HeoOXoAuMbIe LTSI BBLDKMBAHUS U YCIIELIHOTO PAa3MHOXEHUS: YCKOPSTh WIM OCTaHaBIMBAaTh POCT, TIEPEX0-
JIUTH K LIBETEHUIO WU TTIOKOI0, BEIOMPATh HAIIPaBJIEHUE POCTa, PETYIMpPOBaTh (hOpMUPOBaHUE OOKOBBIX ITOOE-
TOB, a TAKXK€ CUHTE3 JIETYYMX BEIleCTB, BO3IEHCTBYIOIINX Ha POCT coceneii uiu rmaroreHoB. K doropenernro-
paM OTHOCSITCS (PUTOXPOMBI, KPUIITOXPOMBI, (DOTOTpONMHBI, a Takxke 6esiku cemeiictBa ZEITLUPE u peuern-
TOp yibTpaduoneToBoro nanydeHus: B-guamazona UVRS. HecMotps Ha pasHooOpasue (poTopenenTopoB
pacTeHuii, MOXKHO BBIIEIUTH HEKOTOPbIe o0lre “IpaBuia” ux ¢pyHKIIMOHUpoBaHuUs. B ocHoBe npeobpaso-
BaHUs MH(pOPMAaIIMY O KOJIMYECTBE U CIIEKTPAILHOM COCTaBe CBETa B POCTOBOI, MeTaboIM4YeCcKUii 1 MOpdo-
TEHETUYECKUI OTBET PACTEHU JIEKUT MPUHIIAI KOHTPOJIMPYEMOI Jerpagaliui OeIKOB-peryJisiTOpoB TpaH-
CKPMUIILIMY T€HOB Yepe3 B3auMOIIeHCTBUE aKTUBHOI (hopMmbl ¢hoTopelienTopa U E3-yOMKBUTUH-TUTa3HOTO
koMmruiekca COP1-SPALI B sanpe knetku. Kpome COP1, akTuBHBIE (hopMBbI (hOTOPELIENTOPOB B SIAPE KIETKU
HampsIMyI0 B3aMMOJEHCTBYIOT C PETY/ISITOpaMU TPAHCKPUIILIMU, ONOCpenysl ux aerpagainuio. GUToXpoMbl —
OIHM U3 HauOoJiee KPYIMHBIX (MOJIeKyJIsipHasi Macca MoHoMepa 125 k/1) 1 CI0XKHO OpraHM30BaHHBIX pPeLIeIl-
TOPOB PAaCTeHUI — KPOME BBIIIEYKA3aHHBIX MEXAaHU3MOB, PETYJIMPYIOT aIbTePHATUBHBINA CIUIAUCHUHT TpaH-
CKPUIITOB, a TAKXKe OCYIIECTRBIISIIOT BIOOP aJIbTEPHATUBHBIX TIPOMOTOPOB [IJISI THICSIY TEHOB pacTeHuit. Oco-
ObIii UHTEPEC MPENCTABIISIET B3aMMOIEMCTBIE (DUTOXPOMOB C KacCMOHaTaMU: UMEHHO (DUTOXPOMBbI, KaK OKa-
3aJ10Ch, PETYJUPYIOT OCTAHOBKY POCTa PacTeHUIT B OTBET Ha CTPECC-3aBUCUMYIO aKTUBAIIMIO XKACMOHATHOTO
curHajauHra. B o630pe paccMaTpuBarOTCsd JAHHBIC, BbISABIAIOIINEC HOBBIC ITOTCHUIUAJIBHBIC ITPUJTIOXKECHUS U3Y-
yeHUs1 (OTOPELENITOPHONM PEryJsiiMy PACTEHUI JUISl TTIOJYYEHUs] COPTOB CEJIbCKOXO3SIMCTBEHHBIX KYJBTYD,
CIIOCOOHBIX TaBaTh BHICOKMI ypoxKaii B yCIIOBUSIX CTpecca.

KioueBbie cjioBa: (oToOpeLienTOpbl — (PUTOXPOMBI — KPUIITOXPOMBI — (POTOTPONMHBI — CUHAPOM u30era-
HUS TEHU — XKaCMOHAThl — POCT — CTpece
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BBEIEHHWE HMIA, IMEET TIEPBOCTEIIEHHOE 3HAUEHUE UIS1 CO3MaHMSI

BrigBieaue MEXaHU3MOB, PETYJIUPYIOLINX (bOTO— HaquOﬁ OCHOBBI ITOBBIIIECHUWA ITPOAYKTUBHOCTH CEJIb-
CUHTE3 U JOHOPHO-AKLEIITOPHBIC B3aUMOCBSI31 pacTe- CKOXO3SIMCTBEHHO LIECHHBIX KYJIBTYD [1] . Beiparomuiics

Cokpawenus: 1KC — nanbHuii KpacHbiit cBet; 3C — 3enenblit cBet; KC — kpacHbiii cBet; CC — cunwuii ceet; YP-B — ynbrpaduonero-
Boe uanydyeHue B-guamnazona; dnkc — aktuBHast opma duroxpoma; dkc — HeakTuBHasE opma duroxpoma; APA — ACTIVE PhyA
BINDING; APB — ACTIVE PhyB BINDING; BZR1 — BRASSINAZOLE-RESISTANT 1; CCE — CRYPTOCHROME C-TERMI-
NAL EXTENSION; CDF — CYCLING DOF FACTORS; ChlH — cyosenuauiia ChlH Mg-xenaraspr; CIB — CRY-INTERACTING
bHLH; CO — CONSTANS; COI1 — CORONATINE-INSENSITIVE 1; COP1 — CONSTITUTIVE PHOTOMORPHOGENESIS 1;
CRY — cryprochrome, kpuntoxpom; CRY-DASH — kpunroxpom kitacca DASH (Drosophila, Arabidopsis, Synechocystis, Homo);,
GAF — cGMP-specific phosphodiesterases, adenylyl cyclases, FhlA nomen; GI — GIGANTEA; GUN4 — GENOMES UNCOU-
PLED 4; FKF1 — FLAVIN-BINDING, KELCH REPEAT, F-BOX 1; FHL — FHY1-like protein FHY — FAR-RED ELONGATED
HYPOCOTYL 1; FT — FLOWERING LOCUS T; HFR1 — LONG HYPOCOTYL IN FAR-RED 1; HIR — high irradiance response;
HY5 — elongated hypocotyl 5; HYH — homolog of long hypocotyl in far-red 1; JAZ — jasmonate-ZIM momen; KELCH — mMotuB u3
50 aMMHOKMCJIOT B OEJIKOBOM CTPYKTYpe; IIpHU ITOBTOpax obpasyeT 6erta-nponeiiep; LAF1 — long after far-red; LFR — low fluence re-
sponse; LKP2 — LOV Kelch Protein 2; LOV — light-oxygen-voltage-sensing nomeH; PAS — Per-Arnt-Sim nomen; pAtSUC2 — npomoTtep
AtSUC2; PHOT — phototropine, ¢ororpormma; PHR — photolyase homology region; Phy — phytochrome, ¢duroxpom; PIF — phyto-
chrome-interacting factor; RUP — REPRESSOR OF UV-B PHOTOMORPHOGENESIS; SAS — shade avoidance syndrome; SPA1 —
SUPPRESSOR OF PHYTOCHROME A; TOC1 — TIMING OF CABI; UVR8 — UV RESISTANCE LOCUS 8; VLFR — very low
fluence response; ZTL — ZEITLUPE.
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164 BOWIIEXOBCKAS

uccienoBareb OTOCUHTE3A U CO3/aTeNb KOHLIETILINT
MOCTPOEHUSI TOHOPHO-aKIIENITOPHBIX CUCTEM 1I€JIOTO
pacteHuss B oHToreHese A.T. MOKpPOHOCOB OoTMeyYas
OTpeACISIIONIYI0 POJib (DOTOMEPUOIUUECKON PETyJIsi-
MU Kak 1ist (POTOCMHTETUYECKON (PYHKIIUM, TaK U
1711 GOpMUPOBAHUS ApXUTEKTYPbl PACTEHUM, BIUSIIO-
11Iei Ha pacripeaenieHre (poToaCCUMUWISITOB MEXITY Op-
ra"Hamu [1]. CormacHO cOBpeMEHHBIM TTPEICTaBIICHU-
sIM, Y pacTeHuli (PyHKIIMOHUPYIOT 10 MEHbIIIE Mepe
MSATh TPynn (OTOPELeNTOPOB, BOCIIPUHMMAIOIINX
nH(OPMAIIUIO HE TOJIBLKO 00 YCIIOBUSIX OCBEILICHUS U
IUIMHE CBETOBOTO JHS, HO TakKXe O TemIlepaType
OKpY2Kalollleil cpelibl, IPUCYTCTBUU TMATOT€HOB WJIU
cocelieii-KOHKYPEHTOB, HallpaBJIE€HWU BEKTOpa Ipa-
BUTALIMU U ApyTuX pakTopax [2—4]. K Takum perer-
TopaM OTHocsTcsl peuentopbl kpacHoro (KC) wu
najibHero KpacHoro cBeta (JIKC) — ¢putoxpomsr; pe-
LIETITOPBI, BOCIIPMHUMAIOIIIME YAbTpachroJIeTOBOE U3-
nmygenue A-puanasona, cuauii (CC) u 3emenslit (3C)
CBET — KPUIITOXPOMBI, (DOTOTPOTIMHBI, OCIIKM CEMEi -
ctBa ZEITLUPE; a Takke peuenTtop yJabTpaduoie-
TOoBOro m3nydyeHuss B-muamazona (Y®-B) — Gemok
UVRS [5—11]. Ckopee Bcero, B pacTeHUSIX QYHKLIM-
OHUPYIOT U IpyTUe, ellle He U3BECTHbIe, (DoTOopelLIeT-
TOpPHI, B ToM unciie, cnennduanbie K 3C [12]. CoBo-
KYyIHOCTb (POTOPELIENITOPOB MO3BOJISIET PACTEHUIO
OPUEHTUPOBATbCS B OKpYyXalolleil 00CTaHOBKE U
“IIpUHUMATh pelleHUsI”, HeOOXOAMMBbIC JIJISI BBIKM-
BaHUSI W YCIIEIIHOTO Pa3MHOXEHUSI: BXOIUTb WJIU
BBIXOAUTH U3 COCTOSTHUSI TOKOSI, YCKOPSITh MJIM OCTa-
HaBJIMBaTb POCT, MEPEXOJUTh K IIBETEHUIO WU 3a-
JIep>KUBaTh €T0, BRIOMpATh HalpaBJIeHUE pocTa, odpa-
30BBIBaTh JIMOO TIOAABJISTH (hOpMUPOBaAaHME OOKOBBIX
Mo0eroB, a Takxke pPeryJiMpoBaTb CUHTE3 JIETy4YUX Be-
11IECTB, BO3IEUCTBYIOLIUX Ha POCT coceleil Wiu naTo-
T€HOB, WJIW BKJIIOYATh PEaKIIUIO “3arporpaMMUpOBaH-
HoIi kieTouHoi rubenu” [13—18]. Cronb mmpokmii
CIIeKTp (PM3MOTOTMUECKIX OTBETOB BO3MOXKEH OJ1aro-
Japsi B3aMMOJEHUCTBUIO CUCTEM (DOTOPELICTILINM C TOp-
MOHaJIbHBIMU CUCTEMaMU PACTeHUI, a TaKXKe C CHUT-
HaJIbHBIMU CUCTEMaMM, OCHOBAaHHBIMM Ha MPOAYKLIUY
A®DK B dpoTocuHTeTMUECKOM armmapare [19—21]. Kpo-
Me€ TOr0, KaK MokKa3ajiy HelaBHUe UcClieOBaHMS, Me-
XaHU3MaMM TEPEKIIIOYEHUs] TEeHETUUYECKUX TPo-
rpaMM MoJ KOHTPOJIEM (DOTOPELICTITOPOB MOTYT BBICTY-
raTh AJIbTEPHATUBHBINA CIUIACUHT TPAHCKPUIITOB, a
TakKe BbIOOD abTepHATUBHBIX TPOMOTOPOB JJIs1 THICSY
TeHOB pacteHuii [22, 23]. B HacTosiieM 0630pe KpaTKo
CYMMUPYIOTCSI COBPEMEHHbIE TMpeACcTaBieHUs1 0 POoTo-
pelLenTopax pacTeHUi, a TakXke clejiaH akIeHT Ha
B3anMO/JIeicTBUE (PUTOXPOMHOI CUCTEMbI paCTeHUM
C CUCTEMOM KaCMOHATHOIO CUTHAJIMHTA C MO3UIINI
BO3MOXXHOCTU TOJYyYEHUSI COPTOB CEJIbCKOXO3sii-
CTBEHHbBIX KYJbTYpP, CIOCOOHBIX JaBaTh BbICOKHUIt
ypoxaii B yCJI0BMSIX CTpecca.

I'PYIIbl ®OTOPELIENITOPOB PACTEHUN

Y Arabidopsis thaliana B HacTosIIIIee BpeMsI HACUYH -
TBIBAIOT ITO MEeHBIIIe Mepe 14 poTOpelienTOPOB: 3TO

msatb ¢duroxpomoB (PhyA-E), tpum xpumroxpoma
(CRY1-3), nBa ¢ororponuHa (PHOTI1, PHOT?2),
Tpu Oenka cemeiictBa ZEITLUPE (ZTL, FKFI1,
LKP2) u peuentop Y®-B UVRS. Dtu doropeuen-
TOPBI BCTPEYaIoTcs y OakTepuii, rpudboB, BOHOpociei
¥ Ha3eMHBIX pACTCHMIM, HO He Y BCEX IPYIII 3TUX OpP-
TaHu3MOB [24].

Peuyenmoput kpacroeo ceema — gpumoxpomot

KimroueBbiMu peryiassTopaMu pa3BUTHS U KU3HE-
JIeSITEIbHOCTU PACTEHUH SIBISIIOTCSI (DUTOXPOMBI. DTO
OIHU 13 HauOoJiee KPYITHbIX (MOJEKYJIsIpHAasl Macca
MoHoMepa 125 x/I) 1 cl1oXHO OpraHM30BaHHBIX pe-
LICOTOPOB y pacTeHU1. N-KOHILIeBas1 4acThb OeJiKa BbI-
IOJIHSIET POJIb (POTOCEHCOPA M COCTOUT U3 TPEX KOH-
cepBatuBHBIX JoMeHOB PAS, GAF n PHY; x nomeny
GAF uepe3 THO3(MUPHYIO CBSI3b C LIUMCTEUHOBBIM
AMMHOKMCJIOTHBIM OCTaTKOM IIPMKpPEIUIEH XPOMO-
dop duroxpomodmiH [25]. C-KoHIIEBasI YacTh OeJI-
Ka MpeacTaBisieT cod0il cepuH-TPEOHUHOBYIO KUHA-
3y, KOTopasl BBINOJHSET aBTOdochoprirpoBaHue
Oenika, HeoOXoaUMOe IJIsI 00pa30BaHUS €ro aKTUB-
HOI (popMbl — nuMepa. DUTOXPOMBI CUHTE3UPYIOTCS
B TEMHOTE B IUTOILIa3M€E B BUJIE HCAKTUBHOU (DOPMBL.
IMornomienne (GUTOXPOMOOMIMHOM KBaHTa CBETa
MPUBOAUT K HEOOJbIIUM (TTOpsIAKA JOJIEi aHTCTPEM)
MepEeMEICHUSIM MOJICKYJISIDHBIX CTPYKTYp B XPOMO-
¢dope, KoToprie, b1aromapsi 0COOEHHOCTSIM CTPYKTYP-
HOIT opraHu3alu 6eiaka, MpUBOASAT K KPYITHBIM KOH-
¢opMaLIIOHHBIM U3MEHEHUSIM B CaMOM (PUTOXPOME,
€ro aKTUBAallMM M, B KOHEYHOM UTOTe, K IIePeKIIIoUe-
HUIO TeHEeTMYeCKUX mporpamm B kiietke [25]. Ilpu
MOTJIOLIIEHU Y KBAHTA cBeTa ABoiHadA cBia3b C15=C16
B cocTaBe (DUTOXPOMOOMIMHA M30MEPU3YETCSI, UTO
MIPUBOJIUT K TIOBOPOTY TUIOCKOCTU Kojbla D Ha 180°
[25]; anmbTepHATMBHBIM MEXaHU3MOM MOXET OBITh
MoBOPOT Kojbua A Ha 90° o aBoiiHoI cBs13u C4=C5
[26]. BenkoBag crpykTypa (QuroxpomMa obGpasyer
YHUKAaJbHbIE TPEXMEPHbIE CTPYKTYpbI: HEOOXOIM-
MBIl JUIT TIPOYHOM CTAOMIIM3alun TUIPOPOOHBIX
B3aMMOJIEICTBUI BHYTpU O€JIKOBOW Iliernmu “y3en”
(monuItenITUAHAS 1LIellb 00pa3yeT IeTII0O BOKPYT ca-
MoOIi ce0s1) U “ImuIbKy”, oOpa3oBaHHYIO aHTHUIIA-
pauienbHbiMU OeTa-ciosimu. Ilpu ocBemeHun KC
BBICBOOOXIEHME U POTALIMS “IIMWILKN PUBOIST K
dopmuposanmio B PHY-momene anpda-cnimpann Ha
MecTe OBYX OerTa-cioeB, a Ipu ocpemieHun JKC
CTPYKTypa (puUTOXpOoMa BO3BpAIlACTCSI B MCXOIHOE
coctosgsHue [25]. Takme kKoH(MOpMAIIMOHHEBIE U3MeE-
HEHUSI CIIOCOOCTBYIOT, B TOM YMCJIE, aKTUBALIUM K-
Ha3HOU (pyHKUMU (PUTOXpOMA.

V HeakTuBHON (GHOPMBI (PUTOXpPOMA MAKCHUMYM
MorJoleHust xpoModopa MPUXOAUTCS HA KPacHYIO
ob6aacth criekTpa (660 HM). IMocime obayuenust KC
GUTOXPOM MEPEXOAUT B aKTUBHYIO (OPMY, YV KOTO-
poOil MOSIBJISIETCSI BTOPOil MaKCUMYyM ITOTJIOIIECHUS
xpoMmodopa B obiactu JIKC (730 uaM); 3t hopMbI
yciaoBHO obOo3HavaoT ®kxc n Dakc. OcpelneHue
Ne3 2019
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JKC cnocobcTByet nepexony @ukc ooparHo B Pkc.
PeBepcust @akc B PKC TaKKe OCYILECTBIISICTCSI U B
TEMHOTE B pe3yJIbTaTe MOCTEIIEHHOI TepMopeiaKca-
uuun ¢puroxpomobrimHa. IMornomenue dpopm Dakce
n dkc B oonactu 450—550 HM He3HAYUTEIBHO, a B
Y®-A-cuHeii obaactu crektpa Maio [9]. OmgHako,
MOIJIoIIeHNE (PUTOXPOMOOMIMHOM B COCTaBE HEaK-
TUBHOM (opMbl DKC maxe OYeHb HE3HAUYMTEIBbHBIX
KOJIMYECTB CBETA B APYIUX 00JIACTSIX CIIEKTpa, IOMUMO
KpacHoii, B ToM gnciie B oonactn JIKC, ctanoBuTCS
¢GbU3MOIOTMYECKM 3HAYMMBbIM B CUTyallUM, KOTIa
Oenka ¢puToXpoma B KJIeTKE oueHb MHOTO [27]. OTO
MMEET MECTO Y 3TUOJMPOBAHHBIX IIPOPOCTKOB Arabi-
dopsis, Tne conepxarcs OoJibline KojaudectBa PhyA,
IIPA TOM, UYTO COOTHOIIEHME Pa3JINYHBIX (DUTOXPO-
moB 111 PhyA, PhyB, PhyC, PhyD n PhyE cocraBns-
er85:10:2:1.5: 1.5, coorBercTBeHHO [28]. B aTOM
cltydae gaxe odeHb cyaodbiii JIKC unm mo60ii npyroit
CBET C OOJIBIIION BEPOSITHOCTBIO CMOTYT IIEPEBECTH XO-
TSI ObI HECKOJILKO MOJIEKY PhyA B akTHBHYIO (hOpMYy,
W 3TUX MOJIEKYJI OyAeT JOCTATOYHO IS 3aITycKa IIpo-
rpaMMBI (poToMopdoreHe3a. IMeHHO 3TUM 00yCIIOB-
JieHa ocobast posib PhyA B neaTHoNSIIINM, a TakKKe TOT
¢aKT, 4YTO y 3TMOIMPOBAHHBIX ITPOPOCTKOB YK€ aKTH-
BUPOBAHHBI (oToMopdoreHes He “BBIKITIOUAETCS”
JKC [27]. IIporpamma poToMopdoreHe3a mpopoCT-
KOB, 3amyckaemasi PhyA, BKIIOYaeT OCTAaHOBKY pO-
CTa TMITOKOTWISI IBYOOJbHBIX (ME30KOTWIISI Y OTHO-
JIOJIbHBIX), POCT KOJIEOIITUJISI OMTHOAOJbHBIX, pa3BO-
payMBaHUE CeMsSIOJIel, Mo3eJiecHeHE IIPOPOCTKOB
¥ 3aBepIICHNE Pa3BUTUSI (POTOCUHTETUYECKOTO arl-
napata riactuia. ITpoTuBormnoioxHas mporpaMma —
CKOTOMOpP(GOTeHe3 — BKIIIOYACeT POCT TMITOKOTUJIS
IBYOOJBHBIX M ME30KOTHJIS 3J1aKOB, TOPMOXKEHUE
9KCIIPECCUU Psifia TEHOB, KOIMPYIOIINX KOMIIOHEH-
Thl (POTOCUHTETUYECKOI'O arapara, GepMEeHThI UX
omocuHTe3a u ap. [27].

PhyA — doTomadbmiibHbI (pUTOXPOM; Ha BEICOKOM
CBETy OH TonBepraeTrcs ¢oromecTpykumn. Kak yxe
ObLIO cKa3zaHO, PhyA crocoOGeH aKTMBUpPOBATHLCSI B
OTBET Ha MeHee | MKMOJIb/M? KBaHTOB JIIOOOTO CBETA
B quana3oHe 300—780 HM 1 ormocpenoBaTh KOMILIEKC
peakuunii, obo3HadaeMbIx Kak very low fluence re-
sponse (VLFR). Onnako, PhyA MoOXeT aKTHMBUPO-
BaTbcsl M Ha BBICOKOM cBeTy (oT 1000 MKMOib/M2
KBaHTOB U BBIIIIE) B OTBET HA YBEIMUCHUE KOJIMYECTBA
JKC, a TakKe pu 00I1IeM CHIKEHU OCBEIIEHHOCTH
[29]. DToT TuM oTBeTOB HaszbiBaeTcsl High irradiance
response (HIR). bnaronapss HIR u PhyA, mpopocTtku
JIake II0H T'YCTHIM ITOKPOBOM JIMCTBHI B TEHU MOTLYT
MOJHOCTBIO 3aBEPIINTD Ae3THOIIuIo [27, 30].

B TemuoTe PhyA HaxognTcst B IATO30JI€, TaK KaK
B €r0 CTPYKTYpE€ OTCYTCTBYET CUTHAJI SIIEPHOM JIOKa-
mm3auun. Haxopsick B umromiasme, PhyA Moxert pe-
TYJIMPOBaTh TpaBUTpornm3M [31]; muTorurasmarude-
ckue GopMbl GUTOXPOMOB, BO3MOXKHO, B3aMOICi -
CTBYIOT HAaIIpSIMyI0O C OelKaMM IUIa3MaTUYeCKOM
MeMOpaHBbI [32]. Bosblmoe KoamdecTBO ITyOIMKaInit
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OIMUCBIBAIOT PEaKIUU PACTEHUI, peryaupyemMbie G-
TOXpPOMaMU, KOTOPbIE PEaIM3YIOTCS B TeUCHUE MEHEe
yeMm 10 muH nocie Bo3aeiicteust KC wiu JKC, T.e.
CIIMIIIKOM KpPaTKOI'O MPOMEXYTKa BPEeMEHM IS 3a-
IMyCcKa M3MEHEHMI Ha yPOBHE 9KCIIPECCUU T€HOB (CM.
0630p [33]). Hanpumep, 3T0 nepemMelieHue XJopo-
IUlacTa B KJIETKe Bomopociu Mougeotia B OTBET Ha
BO3MEHCTBUE IIOJSIPU30BAHHOIO KpPAacCHOIO CBETa
[34]. Y cocynucThIX pacTeHUI K TAKMM peaKIIUsIM OT-
HOCHUTCSI ObICTpasi (B T€YCHUE HECKOJIBKMX CEKYHI)
JeTIoNIsIpu3alus Ila3MaTU4YecKoii MeMOpaHbl KOH-
YMKOB KOpHEil suMeHsI B oTBeT Ha aeiictBue KC, ko-
topas caumaetcsa JIKC (1.H. a¢pdekt Tanada; [35]), a
TakKe CBOpayMBaHME JUCTHEB OOOOBBIX Ha HOYb,
ObICTpOe HabyxaHUE TMPOTOIIACTOB MILEHULIBI U IP.
(cm. 0630p [33]). UHTEpPECHO, YTO 3TU peaKlMy MO-
YT OBITh ONOCPEOOBAaHbl B3aMMOJECHCTBUEM IIUTO-
IUIa3MaTUYECKNX (PUTOXPOMOB C APYrMMHU (oTope-
LENTOPaMM — MPUKPEIUIEHHBIMU K IUIa3MaTUIECKOM
MeMOpaHe ¢oToTponmnHamMu (cMm. Hke). Takoe B3a-
UMOJENCTBUE ObLIO MPOAEMOHCTPUPOBAHO IS KJle-
TOK Mxa Physcomitrella [36], a 111 COCYIUCTBIX pacTe-
HUII MoKa He ObLIO MOKa3aHO, HO MpPeICTaBIsSIeTCS
BEPOSITHBIM; HE MCKJIIOYEHO, YTO B TaKOM B3aMMO-
JIECTBMM BaXKHYIO POJIb MIPaloT HMUTOILIa3MaTUIe-
ckue 6enku PKS (phytochrome kinase substrate) [37].
Hakonen, uutoruiaamatnyeckue (OUTOXpOMbl MOTYT
peryaupoBaTh TpaHcasauuo MPHK, 4To 6bu10 moka-
3aHO IS TPAHCKPUITOB (hepMeHTa IIPOTOXJIOPO-
g okcugopenykrasnl A [38].

IMon BnusiHueM noboro ceeta PhyA 6bicTpo nepe-
MelaeTcs B ssapo ¢ noMoinbio 6enko FHY u FHL,
KOTOpbIE COAEpKAT CUTHAJ SIIepHOI JIoOKaau3aluu
[27]. C aTumu Geakamu cBsi3bIiBaeTCsl (hochopuaInpo-
BaHHas1 ¢opma PhyA, xoropas B simpe nedochopu-
JupyeTcs M BbIcBoOoxXxnaeTcs. B sape PhyA Hanps-
MyI0 B3auMoneicTByeT ¢ E3-yOMKBUTMHIUTA3HBIM
komruiekcoM COPI1-SPA1 (Constitutive Photomor-
phogenic 1/Suppressor of PhyA 1) u ¢ perynstopamu
tpaHckpunuuu PIF1 u PIF3 (cM. H1XKe).

B otninuuie ot PhyA, PhyB u Bce npyrue ¢hutoxpo-
MEI Arabidopsis poTocTaOMIBHEL. Y IIPOPOCTKOB, BbI-
pallleHHBIX Ha IOCTOSTHHOM CBETY, TOMUHUPYIOIIUM
duroxpomoM craHoBuTcsa PhyB: cootHomeHnue du-
TOXPOMOB MO pe3yJbTaTaM MMMYHOOJOTTUHTA IS
PhyA, PhyB, PhyC, PhyD u PhyE cocraBnser 5 : 40 :
215 : 15 : 25, coorBercTBeHHO [28]. OmHaKo, abco-
JIloTHoe conepxxaHue PhyB HamHOro Huxe, yeM co-
nepxanue PhyA B KjleTKax 3TMOJMPOBAHHBIX MPO-
POCTKOB; B CBSI3U C 3TUM HU o4eHb HU3Kuit KC, Hu
Boicokuit JIKC mnm Kakoii-mmbo IOpyroil CBeT HeE
CITOCOOHBI aKTUBUPOBATh (PU3MOJOTUYECKM 3HAUU-
Moe uucyio Mosiekyna PhyB. Takum odpa3oM, TOJIBKO
KC uHTeHCHBHOCTBIO He MeHee 1—1000 MKMOJIb/M?
cnenrduyHo aktuBupyet PhyB 1 koMmrmuiekc perynu-
PYEMBIX UM peaklinii, Ha3bIBacMbIX low fluence re-
sponse (LFR). C atum cBsi3aHO U “HeaKTUBUPYIO-
mee” neiictBue JKC Ha mporpammsel hoTomMopdore-
He3a, 3amycKaeMble akTMBHOIT (popmoii PhyB [27].
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IMTockoapky PhyB comep:xuT curHanm saepHo JioKa-
JIN3AlIMM, TO OH HAXOIUTCS B SIAPE; TaM OH B3alMO-
neiictByer ¢ COP1-SPAI u ¢ peryastopamMu TpaH-
ckpununu PIF4, PIFS5, PIF7 u np. a Takke BBITTOJN-
HseT psan apyrux ¢dyHkiui (cMm. Huxke). Ha cBety
PhyB 3anyckaet poToMopdoreHe3, KOTOpblii BbIpa-
XKaeTcs B 3aBepIICHUU Pa3BUTHUS (POTOCHMHTETHYE-
CKOIo arapaTra XJOpPOILIacTOB, POCTE JHCTOBBIX
IUIACTUHOK B IMMPUHY, KOMITAKTU3ALUN PO3ETOK U
moGeroB, 00pa3oBaHUN OOKOBBIX ITOOETOB (KYIIIEHWM)
[13]. ITpoTuBOMOIOXHASI MporpaMMa — CKOTOMOpP¢O-
reHes, uiu “cuHapoM uzderanust TeHn” (shade avoid-
ance syndrome, SAS), npu mHakTuBamuu PhyB 3a
CUeT MOBBIIIEHUS B CIIEKTPE I1aIaloIero cBeTa 10U
AKC u cHmxenust noi KC mpuBOIUT y B3POCIBIX
paCTeHUI1 K YINIMHEHUIO YEPEIIKOB, MEXIOY3/I1i1, I1O-
SIBJICHUIO TUTTOHACTUYECKUX JIUCThEB 1 OJIeTHO-3eJIe-
HOM OKpacKe, BBI3BAHHOI HEIIOJIHBLIM (hOpMHUpOBa-
HHeM doTocumHTeTHndecKoro armrapara [13]. Ha sp-
KOM cBeTy uMeHHo nucdyHkuusi PhyB, Ho He PhyA,
BBI3bIBAET OJIETHO-3eJIEHY10 OKpacKy JucTtbeB [30, 39].
OrtcyrcTBre y MyTaHTa prca PhyB nmpuBommito K mHrn-
OMPOBAaHMIO IKCIIPECCUM TEHOB, KOOUPYIOIINX HEO0-
XOoIUMBbIe 111 (OPpMUPOBAHUS (POTOCUHTETUYECKOTO
armapara cyorequHmiy Mg-xemarassl ChlH u ee ak-
tuBarop GUN4, pa3ButHnio 0JiemfHO-3eJeHOro (heHo-
TUIIA U 3aITyCKy “cUHApoMa u3deraHust teHu” [40].

PhyB gaBnstercst akTtuBatopoM (hOpMUPOBAHUS
yctoull [41]. Ha mpumepe ¢dhopMupoBaHUs YCTbUIL
BIIEpBBIE OBIIO TTPOIEMOHCTPHUPOBAHO, uTo PhyB meii-
CTBYET CUCTEMHO, TO €CTh UTO PETYJUpPyeMbIe UM CHUT-
HaJlbl, omnocpenywolre nuddepeHImraluno yCTbULl B
saNuAepMe JINCTa, PACIPOCTPAHSIIOTCS U3 KIETKU B
KJIETKY, NeHCTBYsI HEKJIETOYHOABTOHOMHO [42]. B nu-
cre TeH PhyB sKcnpeccupyeTcsl B KJeTKaxX-Tpeiie-
CTBEHHMIIAX YCTbUII, B yCTbULIAX U B dNIUAEpME. Y JIU-
mreHHoro PhyB myrtanTa Arabidopsis co CHUKEHHBIM
YHCJIOM YCTbUII HAa €AVHUILY TIJIOIIAAN JTMCTa POUCXO-
JIUJIO BOCCTAHOBJIEHUE (DOPMUPOBAHUS YCTbUILL TIPU
kommieMeHTauuu KJIHK HatusHoro Phy B, mpudyem
MO/ KOHTPOJIEM He TOJbKO ITpoMoTOopa, crielupuy-
HO aKTUBHOTO B YCTbMIIAX, HO 1 J10OOr0 MPOMOTO-
pa, aKTUBHOTO B JIPYIUX KJIeTKax U TKaHSIX, B TOM
yucie pAtSUCZ2, akTUBHOTO JIUIINb B KJIETKax (JIo-
oMbl [42]. KpoMe TOTO, HEKIECTOYHOABTOHOMHOE
nericteue PhyB Ob1U10 TTOATBEepXXIEeHO KOMILJIEMEHTa-
et B MyTaHTe phyb HEraTUBHOTO TpaBUTPONU3Ma
TUITOKOTWIISI C TIOMOIIBIO 3Kcrnpeccuu reHa PhyB B
KJeTKax anuaepmuca runokotuiist [43]. ITockoabKy
rpaBUTPOITMYECKasl peaklivsl peaju3yeTcsl B dHIO-
JIepMUCe, 3TO TaKXe TOBOPUT O HAIMYUM PETyIrpye-
Moro PhyB MobOunbHOTO curHana.

B 11enom PhyA gBnsieTcst KiTFoueBBIM “TIEpeKITIoYa-
TeJaeM” TporpaMMm cKoTo- U ¢oTo-MopdoreHesa y
STUOJIMPOBAHHBIX IIPOPOCTKOB U B3POCJIBIX PACTECHUIA
B TeHU, a PhyB — y 3eJIeHbIX IPOPOCTKOB M B3POCBIX
pacTeHUuil Ha SIPKOM cBeTy [27]. DTo BepHO Kak s
JIBYIOJIbHBIX, TaK U IS OMHOIOJBHEIX pacTeHMii. Ho
B opraHu3aluu (UTOXPOMHOM CHUCTEMBI OTHOIOJb-

HBIX W JIBYIOOJBHBIX UMEIOTCS M HEKOTOPBIE pa3iiv-
yusi. B otniuuue ot Arabidopsis, y puca, MiIeHUIbl 1
sSTYMeHs1 oOOHapykeHo Bcero Tpu putoxpoma PhyA-C.
Onmnako, ecnmu PhyB y nBymombHBIX — peripeccop
LIBETEHUSI, TO Y MCCJIEIOBAHHbBIX 3JIaKOB 3TOT (DUTO-
XPOM BBICTYIIACT MO3UTUBHBIM PETYISITOPOM 1IBETE-
aug Hapsny ¢ PhyC [44, 45]. B octanpHOM (hyHKIIN-
OHAaJIbHBIX pa3IndYUii GUTOXPOMOB y 000MX KJIACCOB
MMOKPBITOCEMEHHBIX IT0Ka HEe 0OHAPYKEHO.

B HacTosiiee BpeMst ornmrcaHo 60IbII0e YMCIIO ajl-
Jeneit phya v phyb, rne y MyTaHTOB OJ1arogapsi MyTa-
UM B Pa3IAIHBIX JOMEHaX aro0ejKa cnelimuIHo
“OTKJII0YEHBI” HEKOTOpble PYHKIMU (PUTOXPOMOB,
HanpuMep, y pacteHuii PhyA-302 oTcyTcTByeT peak-
s Ha Beicokmii cBeT (HIR), HO coxpaHsieTcst oTBeT
Ha oueHb HU3KUe ypoBHU cBeTa (VLFR). CoBceM He-
JIaBHO OBLIO MOATBEPKICHO, YTO (PUTOXPOMBI Y pac-
TEHU BBITOJIHSIOT (PYHKIIMIO TEPMOPELIETITOPOB [2]:
KOHCTUTYTMBHO aKTUBHasI MyTaHTHas1 ¢opma PhyB ¢
3aMeHOM TUPO3MHAa-276 Ha TUCTUIWH HE ITOABEpra-
€TCsI B TEeMHOTE PEBEPCHU B HEAKTUBHYIO (hOpMY; €€
HCITOJIb30BaHME B 9KCIIEPUMEHTAX TOMOIJIO YCTaHO-
BUTb, YTO (PyHKIIUSI (DUTOXPOMOB KaK pelenToOpoB
TeMIlepaTyphbl CBsi3aHA CO CKOPOCTBIO pEBEpPCUU
®dpkc B Pkc B TeMHOTe [2]. YeM BhIllIe TeMIiepaTypa
B HOYHOM Iepuo, TeM ObICTpee OCYILIECTBIISICTCS pe-
Bepcus B HeakKTUBHYI0 hopMmy. Kpome TOro, 4eM BBI-
1Ie TeMIlepaTypa, TeM cliabee cBsizbiBaHue PhyB c
IIPOMOTOpAMM PEryIupyeMbIX reHoB. Takoili Mexa-
HU3M TEPMOpELEIINNA OTJINYAeTCs OT MEeXaHM3Ma,
HCITOJIb3YEMOT0 IByXKOMIIOHEHTHBIMU CEHCOPHBIMHU
TMCTUAMHOBBIMUA KMHa3zamMu HuaHoOaktepuii Hik33,
KOTOpBIE TaK e, KaK 1 (DPUTOXpPOMBI pacTeHUI1, OMHO-
BPEMEHHO SIBJISIIOTCSI CEHCOpaMM CBETa M TeMIlepary-
pBI, HO BOCIIpMHMMAIOT MHAYLMpPYeMbIe TeMIlepaTy-
PO U3MEHEHMSI B TEKy4eCT MeEMOpaH, B KOTOPBIE OHU
BCTpOeHbI [46]. YV Arabidopsis GyHKIIMOHAIBHBIE pa3-
JIMYUST MEXIY IISIThI0 (PMTOXpOMAaMM IIPOSIBIISIIOTCS. B
UX POJIU B TEPMOPETYJISILIMY psiga GyHKILMIA pacTeHUIA:
Tak, B TeIJIe IpopacTaHUe CEMSTH peTyJIupyeTcs IiaB-
HBIM oOpa3oMm PhyB, a Ha xonomy — PhyE; omHaxko,
Iocjie IIPOMOJIKUTEIBHOTO XOJIoJa CeMeHaM IS
npopactaHusi HeooxonuMm PhyA [47]. TlomaBneHue
LBEeTeHMSI Ha xoyiony peryaupyercs PhyE, a B terie —
PhyB [47].

DOUTOXPOMBI SIBISIIOTCSI KPYITHEUIIINMU PETYJISITO-
paMu TPAaHCKPUIMILIMOHHOM aKTUBHOCTHU FeHOMa pacTe-
Huii. ITocneqHue gaHHBIE TTOKa3bIBaOT, YTO U PhyA, n
PhyB MoryT HampsiMmy1o CBSI3BIBAThCSI C IIPOMOTOPAMU
peryJIMpyeMbIX I'eHOB [2, 48]. Y IpopocTKOB npm niepe-
MEIIEHUY U3 TEMHOThI Ha CBET (PUTOXPOMBI KOHTPO-
JIMPYIOT HE TOJILKO 3KCIIPECCUI0 HECKOJIBKMX THICSY
T€HOB, HO Y aJIbTEPHATUBHBIN CIJIACUHT TPAaHCKPUII-
TOB 0OoJiee ThICSTYu TeHoB [22]. JIpyroit MexaHu3M, KO-
TOPBII PETYIUPYIOT (PUTOXPOMEL, IIPEACTABISIET COOOIM
CBETO3aBUCHUMBII BHIOOD IIpoMOTOpOB [23]. Hammume y
reHa aJiIbTepHaTUBHBIX TPOMOTOPOB MPUBOAUT K TOMY,
YTO JIJIsI OMHOI'O U TOTO K€ T'eHa B 3aBUCUMOCTHU OT BBI-
Oopa cTapTa TPaHCKPMIIIUM BO3MOXKHO ITOJIy4YeHUE
®U3UOJIOTUS PACTEHUN Ne 3
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MPHK, pasmmaarommxcst 5'-HeTpaHCInpyeMoi oba-
CTBIO, UTO MOXET BJIUSITb Ha CTAOMJIBHOCTh TpaH-
CKPMIITOB, a Tak:ke Ha N-KOHIIEBYIO ITOCJICI0OBATEIIb-
HOCThb Koaupyemoro Oejnka. Kak mpaBuiio, cCUTHaIb-
HBIC MIENTUIBI, 0OSCIIeUMBAIOIIEe TPAHCTIOPT OEIKOB
B MUTOXOHIPHUU U XJIOPOIUIACTBI, PACIOJIOXKEHBI Ha
N-xonire. Okazanocs, yto PhyB, BepositHO, Hatips-
Myio cBsi3bIBasich ¢ JIHK peryanpyeMbIx TeHOB, KOH-
TPOJIMPYET BEIOOp IIpOMOTOpa Ajis TPAaHCKPUIILINU
MIPEAOI0KHUTEILHO 00jIee YeM IBYX ThICSIY T€HOB,
YTO MOXKET IMPUBOAUTH K CUHTE3y OEJKOB C ILIUTO-
IUIa3MEHHOM JTMOO OpraHeIbHON JIOKATU3alUei, B
3aBUCUMOCTH OT CBETOBBIX ycioBuit [23]. B wacTtHO-
CTU, B pacTteHusix Arabidopsis thaliana, pacTymux B
TeHU, OOHAPYKMBAIOTCS KaK XJIOPOIUIACTHAsSI, TaK U
paHee HEM3BECTHAsI LIMTOILIa3MaThdecKass n30¢op-
Ma pepMeHTa (POTOIBIXaHUS TIUIepaT-KUHa3bl: 00¢
130(OPMBI SIBJISIIOTCS IIPOAYKTAMM OTHOTO 1 TOTO K€
TeHa, HO B 3aBUCUMOCTH OT oItocpenoBaHHoro PhyB
BbIOOpa TipoMoTOopa N-CUTHAJIBHBINA MENTHI, Ha-
MIPaBJISIONINI 0€JIOK B XJIOPOIUIACTHI, JINOO MMEETCS,
oo orcyrcTByeTr. Hammume muToruia3aMaTmyecKom
n3opopMbl obecrieyrnBaeT GYHKIMOHUPOBAHUE J10-
MOJIHUTEbHOTO “IIyHTa” (hOTOABIXaHUSI, KOTOPbIit
WTpaeT BaXKHYIO POJIb B 3allIMTE pacTeHUl OT (oTo-
WHIMOMPOBaHMS MPU IIEPEHOCE PACTECHUM U3 TEHU Ha
sipkuii cBeT [23].

B TO BpeMs Kak MexaHM3MBI CMHTE3a M JIerpaaa-
ouu OejKa (UTOXpPOMOB B KIIETKE M CBsI3aHHAsI C
9TUM pPeryJjsilius CUTHAIBLHON (YHKIIMM (DUTOXPO-
MOB MHTEHCUBHO M3Yy4alOTCsl, HAMHOIO MEHBIIIE 13-
BECTHO O TOM, KaK PEeryJupyeTcsl TPAaHCKPUIILIUS Te-
HOB, Kogupyouux ¢putoxpomsl. ITokazaHo, 4To pe-
Iryjassnudsl  TpaHckKpuluuu PhyA ocylliecTBIsIeTCS
yepe3 (Oe)METWIMpOBaHME U (Oe)alleTHIMpPOBaHUE
TUCTOHOB, U BO3MOXHO B 3TOM y4yacTtByeT PhyB [10].
I1o opyrum nanHbIM, Ha cBeTy PhyB onmocpenyer me-
TUJIMpPOBaHUE IIpoMOTOopa reHa PhyA m BBIKIIOYAET
ero akcrnpeccuto [27]. B nuctbsax Arabidopsis sKc-
npeccusi reHa PhyA nHrnOnpoBaaach CBETOM, IIpPHU-
YyeM, BEpOSITHO, YTO oIfocpenoBaHHO caMuM PhyA, a
YPOBEHb IKCIpeccuu reHa Phy B He U3MEHSIICS B 3a-
BUCHUMOCTHU OT CBETOBBIX YCJIOBUIT; OMHAKO, B KOPHSIX
KCIIPeCcCHus TEHOB 000MX (PUTOXPOMOB, HO OCOOEH-
Ho PhyB, yBenmuuBanach Ha cBety [49]. B TemHOTE
DKCIpECcCUss TEHOB 000MX (DUTOXPOMOB B JIMCTBSIX
Arabidopsis yBenuuuBajiach; OJHAKO, 3TU JaHHBIC
ObLIY TIOJIyYEHBI MTPU U3YUYCHUU CIUSTHUSI TIPOMOTO-
pOB reHOB (PUTOXPOMOB C MapKepHBIM reHoM GUS,
TO €CTb, He OblJIa YYTeHA BO3MOXHasl PEryJIsiys CTa-
OMJIBHOCTU TPAHCKPUIITOB FT€HOB (DUTOXPOMOB i#1 Vivo
B obactu 3'-UTR [49]. [To3:xKe aHaJIOTUYHBIM METO-
JIOM OBLIM M3y4eHBI ITaTTepHBbI dKcrnpeccuu PhyA 'y
puca [50]. Okasajnioch, 4To y puca PhyA sKcnpeccu-
pyeTcsl BO BCEX TKAHSIX 3THUOJMPOBAHHBIX IPOPOCT-
KoB, a mox aeiictBueM KC (1o He JIKC) akcnpeccus
CHUXXAETCS U CTAHOBUTCSI TIPUYPOUYEHHOI TOJIBKO K
COCYIMCTBHIM ITyYKaM JIUCThEB; 3TO CHIXKEHHE OIIO-
cpenoBaHo PhyB [50].
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Eme omHyMM MexaHM3MOM, PETryIMpPYIOLIMM YpPO-
BEHb TPAHCKPUITLIMY T€HOB, KOAUPYIOIIMNX OeKU pur-
TOXPOMOB, MOXET OBITh COfiepXXKaHUEe S-aMUHOJICBYJIN -
HOBOI{ KMCJIOTHI — OOIIIEero cyocTpaTa OMOCHHTE3a XITO-
podmiia, remMma u ¢duToxpomMoorMHa. TToCKOJIBKY
CHHTE3 (PUTOXPOMOOUMINHA ITPOUCXOAUT B IIACTUAAX,
TaKOM MEXaHM3M MOT OBI CIIYKUTH “00paTHOI CBSI3bIO”
IS KOOpAWHALIMY OMOCHHTE3a arro0e1koB (pUTOXpo-
MOB U xpoModopoB. B HemaBHeil paboTe MoyYeHbI
JI0Ka3aTeJbCTBA B IIOJIb3y COBMECTHOM PeTyJISILINU
(GUTOXPOMHOM CHCTEMOIl W PEeTPOrpagHbIM CUTHA-
JIMHTOM Ie€HOB, UHAyLUUpyeMbIx cBeToM [21]. B 11e-
JIOM poib (PUTOXpPOMOB B PETY/ISILIMM OMOCHHTE3a
XJIOpOGUJIJIOB B MPOPOCTKAX BeJIMKa U aKTUBHO U3Y-
qaetcs [S1].

I'enbI, KogupyoIIe GUTOXPOMBI, OOHAPYKEHBI Y
HEKOTOPBIX TPUOOB, OaKTEepUit, y OypbIX BOHOPOCIIEH
(B TOM 41Clie, B TeHOMAaX BUPYCOB, IIOpaKaloIInx 0y-
pbIe BOIOPOC/IN), HO OTCYTCTBYIOT B TEHOMAaX IaIlTo-
GUTOB, KpaCHBIX 1 3eJICHBIX Bogopocieii [24]. durto-
XPOMBI XapOBBIX BOJOPOCJIE M HA3eMHBIX PACTEHUIA
UMEIOT oblee MpoucxoxaeHne. @UToxpomMsl npea-
CTaBJIeHbl €IMHCTBEHHOI KOMUel TeHa y e4eHOYHU -
KOB, aHTOLIEPOTOBBIX MXOB 1 Pa3HOCIIOPOBBIX ILIAY-
HOB, B TO BpeMsI KaK Y HaCTOSIIIMX MXOB, PABHOCIIOPO-
BBbIX TIJIAyHOB, TTAlIOPOTHUKOB U CEMEHHBIX pacTeHU
nMena MecTto ux muBepcudukanus. Ocobdo ciaemyer
OTMETUTh HEOXPOMBI — (DOTOPELIETITOPHI 3UTHEMOBBIX
BOJIOPOCJIeil, aHTOLIEPOTOBBIX MXOB 1 MallOPOTHUKOB,
rae “puToXpoMHbBIA” (OTOCEHCOPHBIIT N-KOHEL CO-
eInHEH ¢ “GoToTpOoNMMHOBBEIM” C-KOHIIOM, M TIPUCYT-
CTBYIOT 00a xpoModopa [24, 52].

Peyenmoput cuneeo ceema — gpomomponurol,
beaku cemeiicmea ZEITLUPE, kpunmoxpombt

DoTOTPONMMHBI MPEICTABIAIOT COOOM MPOTEWH-
KWHa3bl, aKTUBUPYeEMble cBeTOM. OHU, KaK MpaBUIo,
JIOKQJIM3YIOTCSl Y TUIa3MaJIeMMbl, HO HeE SIBJISIIOTCS
WHTETPaJIbHBIMU MEMOPAHHBIMU OEeJIKaMU1; OHU TaK-
K€ MOTYT acCCOLIMMPOBAThLCS C BHEIIHEH MeMOpaHOi
xjioporiactoB [6]. Y Arabidopsis imeroTcs aBa oTo-
tpormHa: poroctabrmibHEI PHOT1 1 dhoTomadumiin-
perii PHOT?2. AktuBaiys cBetoM B aBTOoochopu-
JIupoBaHUEe (POTOTPOIIMHOB BBI3BIBAET UX ITepeMellie-
Hue B 1uwmrto3oib (PHOT1) wim kx MemOpaHam
TNonpmxu (PHOT?2). @otoTponuHbl HecyT Ha N-KOH-
e nBa gomeHa LOVI u LOV2, kaxnplif U3 KOTOPBIX
cBs3bIBaeT xpoModop @PMH, a Ha C-KoHI1Ie pacrona-
raetcs Ser/Thr-kKuHa3HbBIN JOMEH, HEOOXOMUMBII IS
aBToochopwinpoBanusi 1ion aevicteuem CC  [5].
MHoxectBeHHOe ochopmmpoBanue 1o C-KOHILY
CITOCOOCTBYET OOpa30BaHUIO AKTMBHON (OPMBI pe-
LIerTopa — IUMEpHOM. B TeMHOTe KMHa3Hasl aKTUB-
HOCTb Y (hOTOTPONUHOB OTCYTCTBYET, HO TIOIJIOIIE-
HYe KBaHTa CBeTa XpoMO(OpOM B COCTaBE IOMEHa
LOV2 cniocobcTByeT ee mposiBieHU0. Kpome ¢oc-
¢dopwIMpoBaHus MO OcTaTKaM C€pUHa U TPEOHWHA,
non neiictBueM CC B 6elIke TTPOUCXOOIT CTPYKTYP-
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HbIe U3MEHEHMS, a UMEHHO YaCTUIHOE “‘pacKpydu-
BaHMe” anb@a-crupanu Jalpha [53]. HekoBajeHTHO
CBsI3aHHBIN ¢ 0e1KkoM okucieHHbI @MH B cocTase
LOV-nmomeHOB 1OCie IIOTJIONIEHMSI KBaHTa CBeETa
450 HM 00Opa3yeT KOBAJICHTHYIO CBSI3b MEXKITY aTOMOM
yoiepoga @PMH u aToMOM cepbl pacIioIOXKEHHOTO
psimoM ocTaTtka uucrenHa. OOpa3ylolnuiics B Tede-
HUE HECKOJIbKMX MMKPOCEKYH] aJIyKT HECIIOCOOEH
K noriomeHuio CC, a ero IosIBJIeHUE CIIOCOOCTBYET
nepexony (oTopenenTopa B aKTUBHOE cocTossHuE. B
TEMHOTE B TeUYEHUE HECKOJILKMX AECATKOB WX COTEH
CEKYHJI IIPOMCXOIUT peBepcus (hoTopeLieNITOpa B He-
aKTUBHOE cocTossHue. HemomHbIi CrcoK (pyHKITNIA,
peryaipyeMbiX (DOTOTPONMHAMU Y pacTeHUi, BKIIIO-
yaeT (POTOTPONU3M I100era, KOpPHS U JIMCThEB, IIepeMe-
IIEHME XJIOPOIUIACTOB B OTBET HA CBETOBBIE 1 TEMIIEpa-
TYpPHBIE CUTHAJIBI, PErYJISLUIO ABMXKEHUI YCThULL [6,
54]. MexaHU3M PEryJsiliiu Jydilie BCEro MPOSICHEH
11t oTKpbIBaHUS yeThUI Ha CC: GOTOTPOITMHEI aK-
tuBupyioT kuHazy BLUSI (blue-light signaling 1),
criePUIHYIO JJIST 3aMBIKAIOIIMX KJIETOK YCTBHMII,
KOTOpas B CBOI odepeab aktuBupyer H -AT®azy
IIa3MaJeMMBI, YTO BBI3BIBACT THUMEPIIOISIPU3AIINIO
MeMOpaHbI M BXOJ KaJus Yepe3 BHYTPb-BhIIPSIMIISI-
IolIMe KaHalabl, Ha0yXaHUe 3aMbIKAIOIIUX KJIETOK U
OTKpBITHE YCTHUIL [55].

ITockonbpKy OnoxmMuIeckme “TeMHOBBIE” peak-
1 (POTOCUHTE3a 3aBUCST OT TeMIIepaTyphbl, OOUH 1
TOT XK€ YPOBEHb CBETA MPU pPa3HOU TeMIlepaType Mo-
XKET OKa3blBaTh pa3HOe “maBlieHHE BO30YKIeHMs”
(excitation pressure) Ha (POTOCHMHTETUYECKUIA armapar
XJIOPOILJIACTOB; B CBSI3U C ATUM XJIOPOIJIACTHl HA Of-
HOM ¥ TOM € OCBEILIeHNHU, HO IIpH 00Jiee HU3KOI TEM-
rnepartype, rnepeMelialnTcs K aHTUKJIMHAIbHBIM CTEH-
KaM KJIETOK Me30(duiuia, a mpu 6ojiee BBICOKOM — K
MEpUKINHAIBHBIM [54]. DTO HabogeHne Iajio Oc-
HOBaHUE IIPEAIojaraTth, YTo (OOTOTPONUHEI y pacTe-
HUI1 MOTYT BBICTYIIaThb TepMOCeHcopaMu. Ha mpume-
pe Marchantia polymorpha, o6nagaroIieii TOJIbKO OJI-
Hoil komwmeit reHa MpPHOT, Obl10 1OoKa3aHO, 4YTO
repeMellIeHUe XJIOPOIUIacCTOB, a TakKXKe siapa U Te-
POKCHCOM, B OTBET Ha CHIDKEHUE TEMIIEPaTyPhI Tpe-
oyet Haymumst CC 1 o61amaroniero KWHa3HOM aKTUB-
Hocthio MpPHOT [54]. Oka3anock, 4TO IIpY HU3KO
temneparype Ha CC CIJIBHO BO3pacTacT ypOBEHb aBTO-
dochopmmpoBanrst MpPHOT, a Takke 3HaUUTETEHO
YBEJIMUMBACTCSI BpeMsl XKU3HU €ro aKTHBUPOBAHHOTO
COCTOSIHUSI, YTO B COBOKYITHOCTH CIIOCOOCTBYET IIepe-
MEIIEHUIO XJIOPOIUIACTOB K aHTUKJIUHAIBHBIM Kile-
TOYHBIM CTEHKaM 1 U30eraHu1o (hOTOOKMUCIUTETHLHOIO
crpecca [54, 56]. Takum o6pa3oM, GUTOXPOMBI U HO-
TOTPOIIMHBI TIPEICTABISIOT COOOM TEPMOPELEHTOPHI
pacTeHuii, KOoTopble (DYHKIIMOHUPYIOT B pa3HbIX CBe-
TOBBIX YCJIOBUSIX 1 B pa3HBIX BPEMEHHBIX JUAaIla30Hax
(BpeMs1 XW3HU aKTUBHOI (popMblI (poTOpeliernTopa
IJ1s1 (GUTOXPOMOB COCTABJISIET AECATKU MUHYT, a s
(GOTOTPONMHOB — NECITKU CEKYHM) [54].

benku cemeiictBa ZEITLUPE — ZTL, FKFI1 u
LKPI1 — mpencraBnsgor coboii E3-yOmkBUTHH-TM-

raspl, aKTUBHPYIOIIMECS IO IEMCTBUEM CHHETO
cBeTa U oOMNocpenyllinue YOUKBUTUHUPOBAHUE H
MMPOTEACOMHYIO Jerpagaluio CBOUX CyocTpaToB [0,
57]. Ouu copepxat Ha N-KOHIIE €IWHCTBEHHBINA
LOV-nomen ¢ xpomodopom DPMH, 3a KoTOpBIM
pacnionaraiorcss F-box momMeH, oOeclieuyMBaroIIni
CcBsI3b E3-yOMKBUTUH-IWTa3bl C CyOCTpaToM, H
KELCH-goMeH, OTBEeTCTBEHHBII 3a OeJIOK-0eIKO-
BbIe B3auMoaeiictBus. [TokazaHo, yto ZTL KoHTpoO-
JMpyeT cyTodHble mupkKagHble putMbl, FKF1 kxoH-
TpoJIMpyeT nepexon K upeteHuio, a LKP1 Heodbxomum
1711 060ux 1poreccoB. MoroakTuBanus LOV-nomeHa
W3MEHSIET CIIOCOOHOCTb 3THX OEJIKOB B3aMMOIEi-
cTBOBaTh ¢ peryiastopHbiM OeiakoM GIGANTEA
(GI), a takxke yBenuuuBaeT ux E3-yOUKBUTUH-JIU-
rasHyo aktuBHOCTh. Komruieke GI-FKF1 Heo6xo-
IUM JUISL 3amycKa Jerpamaliuy pernpeccopoB BKC-
npeccuu reHoB CO (CONSTANS) — CDF (Cycling
DOF Factors). CONSTANS, B cBo1o ouepenb, aKTH-
BUpPYyeT TpaHcKpunuuio F7T — “daopureHa” u rias-
HOro akTuBaTopa liBeTeHUus1 Arabidopsis. Kommiekc
GI-ZTL, BHampoTwB, OrpaHMYMBAET CIIOCOOHOCTH
ZTL yOMKBUTUHUPOBATHL €Tro CyOCTpaThl, KOTOPHIC
MIPEACTABIISIIOT COO0M KOMIIOHEHTHI LIUPKATHOTO OC-
nungTopa. Y 6eakoB cemeiictBa ZEITLUPE doTto-
akTuBauus xpomodopa ®MH Tak ke, Kak 1 'y poTo-
TPOIIMHOB, CIIOCOOCTBYET OOpa30BaHMUIO aIAyKTa C
LUCTeMHWIOM, HO ero pacnan B ciaydae FKF1 3amen-
JIEH (BpeMsl )KM3HU MOXKET COCTaBJISITh HECKOJILKO Cy-
ToK), a y ZTL naet tak ke ObICTpO, KaK y (hOTOTpO-
nuHOB [6, 57]. B temHoTe ZTL onocpenyeT merpana-
L0 perpeccopa KOPOBBIX IMPKATHBIX TeHOB Timing
of CAB expression 1 (TOC1), a CC uHrubupyer 3TOT
npouecc: uaruouposanue ZTL myreM cBSI3bIBaHUS C
GI cnoco6ceTtByeT HakoruieHWI0 TOC1. AHaJIOTUYHO,
GI cBsaswiBaeT FKF1 (1mocie akTuBauuy IOCIEIHETO
CC), HO 3TO, HAIIPOTUB, YCUJIMBAET €r0 YOMKBUTIH-
JIMTa3HyI0 aKTUBHOCTb: B pe3yjbTaTe Ha IJIMHHOM
nHe 3anyckaetcss FKF1-3aBucumast nerpamanus pe-
npeccopoB TpaHckpunuu CO u FT — CDF [6, 57].

Eme onuH kiacc penenTtopoB CHUHEro cBeTa —
KPUIITOXPOMBI — U3HAYAJIbHO BO3HUKJIU B 3BOIIOLIUN
kak DAJl-zaBucumeie JIHK-doronmmasel, To ecTh
¢dhepMeHTHI, penapupyloline BbI3BaHHbIE CUHUM CBE-
ToM pa3pbiBbl B JJHK. DTa hyHKIIMS 10 crX mop co-
XpaHWJIACh Y HEKOTOPBIX KPUIITOXPOMOB Ha3eMHEIX
pacTeHMii, HampuMep, y KPUIITOXPOMOB, OTHOCS-
muxcs K rpyrie CRY-DASH (Drosophila, Arabidop-
sis, Synechocystis, Homo), KOTOpbI€ MOTYT CBSI3bIBaTh-
ca ¢ IHK u o6namaror JHK -1ma3Hoit aKTUHBHOCTBIO
[58]; mpumMmeuateabHO, YTO AJIsI 3TOM TPYIIITBI KPUIITO-
XpoMoOB ¢oTopelenTopHas (GYHKIUS ITOKAa 4YTO HE
oru1a TTokazana. Jlomen PHR (photolyase homology
region) B coCTaBe KPUIITOXPOMOB CBSI3bIBA€T XPOMO-
¢dop PA]JI, KOTOPHIii MOIJIOIIAET CBET B AMAMa30HE
320—500 1M, a Takke xpoModop ntepuH (5,10-meTe-
HUJITeTparuapodoaaT), KOTOPbIii BBIMOJHSIET POJb
aHTeHHBbI, ITepenansast Ha MAJ] sHepruio cBera OJIK-
Hero Y®-munanazona 370—390 um [11]. Kpunroxpom
®U3UOJIOTUS PACTEHUN Ne 3
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¢ okuciieHHbIM DA]] TipencTaBiisieT coO0i HEaKTUB-
Hyo ¢dopmy QdoTopelenTopa; Iocie (oToBoccTa-
HOBJICHUSI W TIPOTOHUPOBAaHMS oOpa3yeTcss Heii-
TpanbHblil cemuxuHoH PAJl - H u doropeuernrop
nepexoauT B akTUBHYIO ¢dopMmy [59]. HanbHeiiiiee
BoccTaHoBieHUue xpoModopa B PA/l - H, (uto umeet
MECTO IIPY MOIVIOLIEHNM KBAaHTOB 3€JICHOTO CBETa)
COOTBETCTBYET II€PEXOay KPUITOXpOMa B HEAKTUB-
Hoe cocTosiHue [59]. OnHako, I OCYLIECTBICHUS
JHK-doTtonmma3Hoit aKkTHBHOCTH HEOOXOOUM MMEH-
HO MMOJIHOCTBIO BoccTaHoBNIeHHBII DAJL - H,. Kpur-
TOXPOMBI TaKxKe MOTYT CBsI3bIBaTh AM® n ATD, u,
BO3MOXHO, 3TO CIIOCOOCTBYET CTA0MIN3AaIINU aKTUB-
HOM CEMUXMHOH-coaepKaleit dopMnl [6]. B cocTase
KpUNTOXpoMa (DYHKLIMOHUPYET BHYTPUMOJEKYJISIP-
Hasl Lenb IIepeHoca 3JIEKTPOHOB Yepe3 TPUIITO(PaHbI
K ®AJl B xone doToaKTMBALIUM ITOCIEIHETO, a €ro
MIPOTOHUPOBAHUE OCYIIECTBISIETCSI OT OCTaTKa ac-
naprata B mnojmnentumHoii 1ermn. Ha C-konie
kpuntoxpoMoB (kpome rpyrmbsl CRY-DASH) ume-
eTcsl OueHb BaprabebHbIli curHajabHblit noMeH CCE
(cryptochrome C-terminal extension) [11]. KunHa3-
HBIX TOMEHOB B COCTaBe KPUIITOXPOMOB HET, HO JJISI
VX aKTUBallUM TaKXKe HeOoOXOIUMO MHOXECTBEHHOE
dochopunmnpoBanue 1mo C-KOHIy U AUMEpPU3aLIsI.
IIpn sTOM 3KCOHMpyeTcs TakK Ha3biBaeMbIii NC-
MoTUB Ha C-KoHIIe, coaepxkaiuit 80 aMMHOKUCIIOT-
HBIX OCTaTKOB. DKcIipeccust ToabKo juib KIHK,
komupyromieidr 3T 80 aMUHOKHMCIOTHBIX OCTaTKOB,
KOMITJIEMEHTUPYET (DEHOTUM ITO3MHETO LIBETCHUS Y
MyTaHTOB Arabidopsis, nedexTHbIX 11O cry [11].

YV Chlamydomonas equHCTBEHHBI KPUIITOXPOM
BOCIIPMHUMAET U CUHUIA, M KpacHbIi cBeT. B reHome
Physcomitrella conepxaTcsl T€HBI OBYX KPUIITOXPO-
MOB, a 'y Adianthum capillus-veneris 0OHapy>XeHO MSITh
KPUIITOXPOMOB. Y prica oOHapy>XeHbI Ba pelienTopa
CRY1 u onqux CRY2, a y meHUIIbl 1Ba pelerropa
CRY1, onma CRY2 u onua CRY-DASH [11]. V Ara-
bidopsis naiinennl Tpu Kpuriroxpoma: CRY1 — cBeto-
CTaOMJIBbHBIN, KOTOPBIIA aKTMBUPYETCS Ha CUJIBHOM
cBety, CRY2 — cBeTo1a0MIBLHBIN, KOTOPBII BOCITPH -
HUMAaeT TOJIbKO OYeHb CJIa0blii CBEeT, a Ha CUJIbHOM
CBETY MNOABEpraercs Aerpamalliy, BepOsSTHO, 4epes
COPI-SPA1 E3-yOMKMBUTUH-JIMTA3HBI KOMIIJIEKC
[60], u CRY3, xoTopnlit y Arabidopsis OTHOCUTCS K
rpynne CRY-DASH. CRY1 u CRY2 nokann3yrooTcs B
saape, a CRY3 — B MUTOXOHAPHSX U B XJIOpOIIJIacTax.
ITo MOHATHBIM MPUYKMHAM JIy4dllle BCero uccjaeaoBaHa
KPpUNTOXpPOMHasl cucteMa peryisiunu  Arabidopsis.
bruto moka3zaHO, YTO KPUIITOXPOMBI B YCJIOBHSX
€CTeCTBEHHOTO 3aTeHEHMUS SIBJISIFOTCSI CEHCOPaMU CO-
otHouieHust CC/3C [61, 62]. Oka3aiock, 4TO “CUH-
JIpOM M30eraHusI TEHU MOXKET BBI3bIBAThCSI HE TOJIb-
Ko cHuwxkeHueM cooTHoueHusi KC/IKC, Ho u 1o-
BhilIeHeM goj 3C B magarolieM CIEKTPe; 3aIyCK
IaHHOI peaklMU OTBET KOHTPOJIUPYETCS dYepe3
KpUnToXpoMmsl [12, 61, 62]. Kpome Toro, Zhang ¢ co-
aBT. [12] oOHApYXWJIM U HE3aBUCUMEI OT (PUTO- U
KPUNTOXPOMHOI cucteM oTBeT Arabidopsis Ha 3eme-
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HBII CBET, KOTOPBIi, TTO-BUIUMOMY, OCYIIIECTBIISICT-
csl yepe3 ellle He MACHTUMUIIMPOBAHHBIN PeIlenTop.

Ha CC akTuBHBIE (DOPMBI KPUIITOXPOMOB B SIIpe
B3aMMOJIEHCTBYIOT C OeJIKaMU-PEryasiTopaMu TpaH-
ckpurnuuu PIFs, a Takke ¢ hakTopamMu TpaHCKPUII-
mun CIB (cry-interacting bHLH), o6GecrieuuBas
YOUKBUTUH-3aBUCUMYIO JeTrpagalinio IMOCASIHUX Ye-
pe3 COPI1-SPA1 yOMKBUTHUH-TUTA3HBIIA KOMIIJIEKC.
Kpome toro, CRY cBaseBatorcst ¢ COP1-SPA1 n
CIOCOOCTBYIOT €ro yaaJleHUI0 U3 KJIETOUHOIO s/Ipa,
3aIryckas Impoluecchl oToMopdoreHesa (CM. HILKE),
a Takke peryaupys (COBMECTHO C Apyrumu ¢potope-
LIENITOpaMM) Tepexol K IBETEHHUIO, TOCKOJbKY
nMeHHO COP1 BbI3bIBaeT yOUKBUTUHUPOBAHUE U JIE-
rpaganuio 6enka CONSTANS, HeoOxomuMoro ajst
3amycka nBeteHus1. AktuBHast popma CRY?2 cBa3bI-
BaeT TpaHCKpUNIINOHHBIN pakTop CIBI1, uyTo mpuBoO-
IWT K aKTUBALIMM 3KcIpeccun “daopurena” F7T. B
3TOM Hpolecce Takxke 3aneiictBoBaHbl CIB2 u CIBS.
Kpome toro, y Arabidopsis Ha cuHeM U O€JI0M CBETY
CRY2 BbICTynaeT HEraTUBHBIM PETYJISITOPOM MHIM-
outopa uBereHusi PhyB. Takum obpazom CRY?2 Bbi-
MoJIHSeT (DYHKIMIO OCHOBHOIO aKTUBaTopa lIBETE-
Hus y Arabidopsis. 3anyck ¢oromopdoreHesa Ha CC
MOJi KOHTPOJIEM KPUIITOXPOMOB UJET C y4acCTUEM TeX
JKe MPUHLUITMATIbHBIX KOMIIOHEHTOB — aKTMBaTOPOB
tpanckpunuuu HYS, HFR1, HYH, uto u npu ¢puto-
XPOMHOI peryyisiiuu (cM. Huke). KpuntoxpoMsl ak-
TUBUPYIOT 3KCIIPECCUIO BCEX TeHOB (POTOCUHTETUYE-
CKOTO anmnapara, 0eJIKu KOTOPbIX KOJUPYIOTCS B S~
pe, Takux, Kak CAB 1 RbcS. Ha CC CRY1 BeI3BIBacT
Mo3ejieHeHUue KOpHei, T.e. poToMopdoreHes Ija-
CcTU KJIeTOK KOpHH [63]. [Ipu cHUXXEHUN OCBEIeH-
HOCTU B CUHEN 00JIaCTU CIEKTpa KPUIITOXPOMbI MO-
T'YT BBI3bIBATh peakiivio “u3zbderanusi teHu” (SAS), HO
B JAHHOM CJIy4ae He MPOUCXOAUT MOAABICHUS UMMY -
HUTETa pacTeHUM, B OTJINYUe OT SAS, KOHTpOJIUpYye-
Moro ¢puToxpoMaMu (CM. HIKe) [62, 64], 4yTO MOXKeET
MPEACTaBJISATh UHTEPEC IJ1s1 UCTIOJb30BaHMUS B MpaK-
TuKe. TakuM o6pa3zoM, KpUMITOXPOMbI KOHTPOJIUPY-
0T LUUPKaJHble PUTMbI, MHAYKIIMUIO 1IBeTeHUs1, CC-
3aBUCUMEBII (poToMopdoreHe3 U apyrue (QyHKIUU
pacTteHuii [6].

IMon neiictBuem CCy Arabidopsis CRY1 mocne ne-
peMeleHus B sSiIpo akTuBupyeT aHnoHHbie (Cl7) ka-
Hajpl [11]. DTO NpeanoIoXUTeIbHO BEI3EIBAET Bpe-
MEHHYIO IeTIoJIIpr3aluio Tjaa3MaieMMbl, HaOI01a-
emyto B TedeHue 30 c¢ mocne BozaeiictBusi CC,
OIHAaKO, TOUHBIM MeXaHU3M HeusBecTeH. Kpome To-
ro, BOCCTAaHOBJICHHBIE (DOPMBI XpoModopa KPUIITO-
xpomoB — cemuxuuHoH PA/I-H u ®A/l-H,” — moryt
CcocoOCTBOBATh BOCCTAHOBJICHUIO KUCIOPOaa U T0-
gaBiaeHnIo B KiieTke ADPK, Takmx, Kak CynepoOKCHI-
paguKa u mepokcu Bogopona [11].
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Peuyenmop yasmpagpuonsemosozo ceema
B-ouanaszona: UVRS

JIuib HeOoJibIllasi 4acTh COJIHEYHOIO CIIeKTpa
(MeHee OJTHOTO MPOLIeHTa) MpeAcTaBieHa yiabTpadu-
ojeToM B-nuamna3oHa; TeM He MeHee, Y pacTeHUi
UMEIOTCS pelieNTOPhI, CIIOCOOHbBIE CHELM(UIHO pac-
no3HaBaTth (poToHbl Y®-B. B HacTOSIIMIT MOMEHT Y
Arabidopsis oOHapyXXeH TOJILKO OIMH (hOTOPELEeNTOP
¢ takoit ¢pynkuueit, UV RESISTANCE LOCUS 8
(UVRS) [65]. OnHako, reHbl-roMmojioru UVRSE o6Ha-
PYXUBAIOTCI BO BCEX CEKBEHHWPOBAHHBIX T€HOMax
BBICILIMX pacTeHUil, MxoB U Bogopocieit [§]. UVRE
Arabidopsis ipeactaBiisieT co00ii OEJIOK CTPYKTYPHI
“OeTra-Tmporneyiep”, KOTOPHI B HEAKTUBHOM COCTOSI-
HUM CYIIECTBYET B (popMe numMepa, JOKAIM30BaHHO-
TO B IIMTOITIa3Me, a IIpH TtortomeHnn Y ®-B mepexo-
JIIUT B aKTUBHYIO MOHOMEPHYIO (DOpMYy, KOTOpasi MO-
KET TiepeMelatbcsl B siipo. 3HauMTeNlbHas 4acTh
aKTUBHON (hOpMBbI pelIerTopa OCcTaeTcsl B LIUTOIIA3-
Me, HO ee (DYHKIIMM TaM MOKa He M3BECTHBI. XPOMO-
¢dopomMm, momromatromuM ceer Y®-B, BwIcTynaior
ocraTtku TpunTodana B rojurentuaHoi nenu UVRS.
B mumepe UVRS octarku tpuntodaHOB U aprUHU-
HOB, PacIOJIOXXEHHbIE BOJIM3Y IPYT OT Apyra, B3auMo-
JIeiCTBYIOT, 00pa3ysl “KaTUOH-TIM~ CBSI3U; ITOIJIOIIE-
Hue TpunTodaHoM KBaHTOB Y®-B BhI3bIBaeT pa3py-
LIICHWE 3TUX CBsI3eil 1 MoHOMepu3aluio oenka [8]. B
TEMHOTE B T€YEHUE HECKOJIbKUX 4aCOB MPOUCXOIUT
pe-nuMepu3alusl U MHAKTUMBALIUSL PEeLEINTopa; 3TOMY
cnocoOcTByIOT perynsitopHbie WD40-6enku RUP1 u
RUP2 (Repressor of UV-B photomorphogenesis) [8].

B sanpe UVRS HanpsiMyto CBSI3BIBA€TCSI C IPOMO-
TOpaMU TE€HOB, KOOWPYIOIINX TPAaHCKPUIIIIMOHHBIE
akTHUBaTOphl (oTromMopdoreHesa, Harpumep, HYS.
Kpowme Toro, 6etok UVRS B simpe B3auMoAeiCTByeT C
OCHOBHBIM peripeccopoM ¢ortomopdoreresa E3-
youkButnH-Jmrazoii COPI. OgHako, B oTiname OT
Ipyrux (otopelienTopoB — (GUTOXPOMOB U KPUIITO-
XpPOMOB, KOTOpEIe, cBsi3bIBasick ¢ COP1, mpuBomsT K
“WHTUOMPOBAHMIO MHTNONTOpPA”, B CUTHAJIMHIE, OITO-
cpenoBaHHOM Y®-B, COP1 urpaet posib aKkTuBaTOpa
[8]. Okazanock, uto UVRE MoxXeT HaIIpsIMyIO B3au-
moxeiictBoBaTh ¢ COP1 He3zaBucumo ot SPA1, 1 ipn
9TOM He MOoJBepraThcs Aerpagalni; Ipyu 3TOM TaKxkKe
He npoucxonut BeiHoca COP1 u3 simpa, HO 3amycKa-
ercsa pororponusM u YP-B-3aBucumelii poromMop-
¢oreHes, KOTOPbIit MOXKET BKJIIOUATh AEITUOSIIMIO,
OCTaHOBKY POCTa TMIOKOTWJISI IIPOPOCTKOB, aKTHUBA-
o OMocrHTEe3a (QIIAaBOHOUIIOB, M TaxKe PEeTYIISIIINIO
LIMPKAIHBIX PUTMOB 1 YCTOMYMBOCTh PACTEHMUI K Ma-
TOTeHaM M TIphI3yIMM HaceKoMbIM [8]. ITokazaHo,
yTO ocBellleHue Y®-B ycuianBaet ypoBeHb UMMYHHU -
TeTa pacTeHUI KaK 3aBUCUMO, TaK U He3aBUCHUMO OT
’KaCMOHATHOI'O CUTHAJIMHTA, BUAUMO, 3a CUYEeT OMO-
CUHTe3a (QEeHMIIIIPOITIaHOMIOB; 0OoJiee TOro, ecTe-
CTBEeHHBII1 ypoBeHb Y D-B HeoOX0auM It UMMYHU -
teTa [14]. B cBsI3u ¢ 9TUM AajbHelilee N3y4YeHue Me-
XaHU3MOB doTopelenuuu U TpaHcaykuuu Y@®-B

CUTHaJa IIPEeACTaBIIsIeT OOJIBIION MHTEPEC U C IIpaK-
TUYECKOU TOUYKU 3pEHUsI, TaK KaK B JaHHOM CJIy4ae
aKTUBallMsT MMMYHUTETA pacTeHMUiII HE CBs3aHa C
OCTAaHOBKOM pOCTa, KaK B cjIy4ae XKacMOHATOB (CM.
Huxke). AktuBauusl PhyB y mimuHaTta u kaptodens
yBeJIMYMBaJia YCTOMYMBOCTh pacTeHuil K Y®-B 006-
JIy4eHHUI0 [66, 67], 4TO MO3BOJIAET NPEANOIOXKUTD Ha-
JIMYMe TIePEeKPECTHBIX IMyTeil TpaHCAYKIIMU CUTHaIa
¢dutoxpomoB u UVRS.

OBIIME MEXAHU3MBbI
OYHKUMOHWPOBAHHUA
OOTOPELEIITOPOB PACTEHUUA

HecMmoTpss Ha pa3sHooOpa3ue penerntTopoB CBeTa
pacTEeHUl, MOXHO BBIIEJIUTH HEKOTOpHIE OOIlMe
“mpaBmnia” ux QyHKIMOHUpoBaHuA. Tak, njs ¢purto-
XPOMOB, KPUIITOXPOMOB U (DOTOTPOITMHOB aKTUBHASI
dopma perenTopa, Kak MpaBujio, MPeaCcTaBIIsIeT CO-
0oi1 nuMep, 06pa3oBaHNEe KOTOPOTO 3aBUCHUT OT (aB-
To)ochopumpoBaHus; 3Ta hopMa ooOpa3yeTcst Ipu
MOIJIOIIEHMU KOPOTKOBOJHOBoro cBera (CC wmim
KC, coorBeTcTBeHHO THITY (hOTOpPELICIITOPA) U IIEpe-
XOJIUT B HEAKTUBHYIO MPU MOTJIOIIEHNUN TJTMHHOBOJI-
HoBoro cBeta (3C wiu JKC, cOOTBETCTBEHHO TUITY
¢oropeuenTtopa). a1 GpUTOXpOMOB, KPUIITOXPOMOB
1 (GOTOTPONUHOB B KJIETKE UMEIOTCS ABa TUTIA peLeTI-
TOpa, OOWH M3 KOTOPBIX BOCITIPUHUMAET KpailHe HU3-
KH€ YPOBHU CBETa M Ha BLICOKOM CBETY MOABEPraeTcs
doronecrpykimu (Harpumep, PHOT?2, CRY2, PhyAy
Arabidopsis), a npyroit BoclipyHUMaeT MH(GOPMALIUIO O
BBICOKOM YPOBHE CBETa U SIBJIIETCS (hOTOCTAOMITBHBIM
(mannpumep, PHOT1, CRY1, PhyB y Arabidopsis).

B TpaHcaykiimy BocnpuHMMaeMoro otopelenTo-
paMu CBETOBOT'O CUTHaja MOTYT y4acTBOBAaTh BTOPUY-
Hble MecceHmxepbl Ca?t, cAMP, cGMP, G-6enku u
Ipyrue KoMnoHeHTHI [32]. B ocHOBe mpeoOpa3zoBaHust
“HGOpPMaIIMU O KOJIMYECTBE 1 CIIEKTPAIbHOM COCTaBe
CBETa B POCTOBO, META0OIMYECKUIT 1 MOP(POTreHETH -
YeCKUil OTBET pacTeHUI JIEXKUT MPUHLUI PeryJaupye-
MO ierpanaiu 0eaKOB-pPEryIsITOPOB TPAHCKPUTILIUA
T€HOB: aKTUBHas1 hopMa poTopelieriropa (puroxpoma,
kpunrroxpoma wir UVRS) Bxogut B KJIIETOUHOE SIAPO U
cBa3eiBaeTcsl ¢ E3-youkButmH-nurazoit COP1 —
¢epMEeHTOM, BBI3BIBAIOIIUM YOUKBUTUHUPOBAHUE
peryJsiTOpoOB reHETUYECKUX MPOoTrpaMM, U UX Jerpa-
Jauuio yepes 26S-nporeacomsl [60]. Haxonsice B s-
pe, COP1 nunrudupyet potomopdoreHes, peryampyeT
LIMPKAIHbIE PUTMBbI U 1IBETEHUE, UMMYHUTET, B3aMO-
JIeiCTBHE MEXIY Pa3IUYHBIMU TpyNIlaMu TOPMOHOB,
paboty ycThull U apyrue gpyHkumn. PoTtoperenTopbl
cnocobctByIoT BeiHOCY COP1 u3 simpa, 1 Takum oopa-
30M MEPEKIIOUYEHUIO TeHETMYECKUX nporpamm [60].
Kpome COPI1-3aBucuMoro mytv, akTUBHbIE (POPMBI
¢doTopeenTopoB B sApe KIETKU HAMPSIMYIO B3aUMO-
NeUCTBYIOT C perpeccopamMu TPAHCKPUIILIMU, Tpe-
MSATCTBYS UX pabOTe, U TAKMM 00pa3oM TakKKe aKTH-
BUpPYIOT psnm nporpamm [27]. benku cemeiictBa
ZEITLUPE ne B3anmoneiicTBytoT Hanpsimyio ¢ COPI,
®UBNOJIOTUS PACTEHUN Ne 3
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HO CaMU SIBJISTIOTCSI CBETO3aBUCUMBIMU E3-yOuKBU-
THUH-JIMTa3aMu, KoTopbie TogooHo COP1 noctymatot
B SIIPO KJIETKU U OIIOCPEIYIOT IPOTEaCOMHYIO Aerpa-
JalMIo BaKHEUIINX peryiasaTopos. s doToTporm-
HOB TTOKa He MU3BECTHO, MOTYT JIM OHU BBICTYIIAThb PETy-
JISTOpaMU TPAHCKPHUIILIMOHHON aKTUBHOCTU OOJIBIIIO-
ro 4ucja TeHOB; HeJaBHee UCCIeNOBaHME MOKAa3ajo,
YTO y TOMaTa HabmomaeTcsl (poTOTpOINMH-3aBUCHUMasT
peryisiimsl 3KCIpeccruy 0ojiee COTHU T'€HOB, B TOM
YHCIIe KOOTUPYIOLINX OEIKN, HEOOXOIUMBIE TSI peop-
raHW3aly XpOMaTUHA, PETYJISILIUA TPAHCKPUITLINY U
TpaHcaanuu [68]. OnHako, MexaHU3M JAaHHOM pery-
JISIIMY TIOKA OCTAEeTCSI HEM3BECTECH; MOXKHO IPEIIo-
JIOXKUTh, YTO B HEM 3a/Ie[iCTBOBAHBI TyTH (DUTOXPOM-
HOIO CUTHaJIuHTa [69].

B pesynbrare nomasieHuss COP1-akTuBHOCTM Ha
CBETY B KJIETOYHOM SIAPE IIPOUCXOIUT HAKOIUICHUE PsI-
JT1a TPAaHCKPHUITIUOHHBIX (PaKTOPOB — aKTUBATOPOB (PO-
ToMopdoreHesa, u3 Kotopbix bZIP-dakTopsl TpaH-
ckpunuuu HYS m HYH, bHLH-dakrop TtpaH-
ckpummuun HFR1 n MYB-6emok LAF1 gasmsiorcs
Hanbosiee BaXXHBIMM 1 HAXOASATCS B LIEHTPE PeryJisi-
UM TPAaHCKPUIILIMOHHOM aKTUBHOCTU T'eHOMa pac-
TUTETBHOM KJIETKU CBeTOM U TeMIiepartypoii [20]. B
TEeMHOTe JaHHble Oenaku moasepraioTcss COP1-3a-
BHUCHMOI1 ITpoTeacoMHoM aerpaganuu. Kpome toro,
B TEMHOTE 3THU MacCTep-peryJIsiTOpbl B3anMMOMOEii-
CTBYIOT M C TPYIIIOi TPaHCKPUITIIMOHHBIX (haKTOo-
poB PIFs (Phytochrome-interacting factors) — emie
OTHOM CHUCTEMOM, PETYJMPYIOLICi OTBET pacTeHUM
Ha U3MEHEHUs CBETOBBIX YCIOBUIA.

PIFs mpencraBasior co0oii TpaHCKPHUITLIMOHHEBIC
daxkroper bHLH. beaku PIF1, PIF3, PIF4, PIFS5,
PIF6, PIF7, PIF8 BoicTynamT aKTUBaTOpPaMU CKOTO-
MopdoreHeza u MHruouropamu doroMmopdoreHesa
Ha MPOTSDKEHUM BCEi XKM3HM PACTEHUsI, OTOCPEnysI
CBETO3aBUCUMYIO PETYJISILIMIO POCTa; OJHAKO, HY>)KHO
OTMETHUTb, YTO JIaKe Ha IPKOM CBETY HEKOTOPbIi Oa-
3aJIbHBIN YpoBeHb aKTUBHOCTU PIFs HeoOxonum mist
noaaepkaHus pocToBbIX mpoueccoB [70]. PIFs obec-
MEeYMBaAIOT POCT MYTEM MHOTOYPOBHEBON peryisiniuu
HECKOJBbKNX KJIAaCCOB POCTOBBIX TOPMOHOB. Tak, oHU
KOHTPOJIMPYIOT BKCIIPECCUIO TEHOB (pepMEHTOB OMO-
cunHTte3a aykcuHoB YUCCA [71]; xpome Toro, PIF3 n
PIF4 cBsasbiBator 6esiku DELLA — HeraTuBHbIE UH-
rMOUTOPHI TEHOB OTBeTa Ha rudoepeiumHbl, a PIFS
aKTUBUPYET peNpeccopbl OMOCHMHTE3a TMOOepesn-
HOB. Taxke DELLA u PIFs HanmpssMyto CBSI3bIBaIOTCS
¢ BZR1 — peryasaTopoM reHOB OTBeTa Ha OpacCUHO-
crepounsl [13]. MHTEpecCHO OTMETUTh, YTO aKTHUBa-
LY OMOCUHTE30B ayKCHHA U THOOEpeIJIMHOB Yepe3
PIFs perynupyetcs cHikeHueM noim KC B criekTpe,
a aktuBanmg yepe3 PIFs 6paccumHOCTepOMaIHOrO CUT-
HayimHra — cHrkenueM goiu CC [62]. Eme oguH
TUN B3auMonaelcTBuii Mexnmy Oenkamu DELLA n
PIFs perympyeT ocTaHOBKY pPOCTa B XOJIe CTPECCOBO-
ro OTBETa pacTEHUsI Ha >KACMOHATHBIA CUTHAJIMHT
[70]. B orcyTcTBHE XKacMOHATOB OCJIKM-PEIIPECCOPhI
JAZ cBa3wbIBaoTcsa ¢ (aKTOpaMH TPaAHCKPUITLINHA
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MYC2/3/4 — aktuBaTOpaMy I€HOB >KAaCMOHATHOTO
OTBETa — W MPENSITCTBYIOT UX (PYHKIIMOHUPOBAHUIO
[72]. Benku JAZ B3auMoneiicTBYIOT TaKXe U ¢ OesiKa-
mu DELLA; 3T0 B3anMoneiicTBIe YaCTUIHO CHIKA-
et B3aumogeiicteue JAZ n MYC, a KpoMe TOro, BbI-
cBoboxnmaer m3 komiuiekcoB DELILA-PIFs yacth
PIFs, xotopele, He Oymydm CBSI3aHHBIMHU, CITOCOO-
CTBYIOT ycujeHMIo pocta. CMHTE3 )KaCMOHATOB ITpHU-
BOIUT K aerpamauuu JAZ U yCUJIGHUIO CBSI3bIBAaHUS
DELLA c PIFs, uro cHmxaet poct. TaknMm o6paszom,
OoanaHc mexny MYC-3aBUcUMO aKTUBalneil TeHOB
OTBETa Ha XXacMOHATBl M IIporpaMMaMM pOCTa Ha
HM3KOM cBeTy, perynupyeMbiMu PIF, B ompenenen-
HOIT Mepe 3aBUCUT OT OMOCHUHTE3a TMO0SPETIMHOB U
onocpenoBaH 6enkamMu DELLA: GuocuHTe3 rubdbe-
pennnHOB, BI3BIBas gerpaganmio DELLA, aktuBu-
pyet PIFs-perymupyeMsblii pocT 1 MHTUOUPYET 3KC-
MPECCUI0 TeHOB KaCMOHATHOT'O CUTHAJIMHTA [72].

B cocraBe PIFs mommmo JHK-cBs3mpiBaromero
JIOMeHa CcofiepKaTcs JOMEHbI B3aUMOJIEeHCTBUS C -
toxpomamu: APB (Active PhyB binding), a B coctaBe
PIF1 u PIF3 eme u nomen APA (Active PhyA bind-
ing). IToka3zaHo, ytTo PhyA HemocpencTBEeHHO B3au-
mopeiictByeT ¢ PIF1 u PIF3, a PhyB u ¢ npyrumu
PIFs. ®uroxpomsbl, cBs3biBasich ¢ PIFS, BbI3bIBaIOT
ux dochopunupoBaHue, yOUKBUTUHUPOBaAHUE U
IIPOTEACOMHYIO Jerpagalyio B TEYCHUE HECKOJIbKMX
MUHYT, a KpOME€ TOTO, MHTMOMPYIOT CBSI3BIBAHUE
PIFs ¢ npomotopamu nx reHoB-muieHei [13]. Ilo-
clIeIHME UCCIeNOBaHUS mokKa3biBaloT, 4yTo PIFs kak
KPYITHEHIIIME CHUCTEMHBIE HHTETPATOPhl Pa3BUTHUS
pPacCTeHU SIBJSIIOTCSI OOIIUM PETYISITOPHBIM 3BEHOM,
Kyla NOCTYHAlOT CUTHAIbI, BOCIIPUHUMAaeMbIC HE
TOJIBKO (pUTOXpOMaMMU, HO U APYTUMU (hOTOpEeLIeNnTO-
pamu: xpurnrroxpomamu 1 UVRS [71, 73, 74]. Takum
00pa3oM, caMble pa3InYHbIe CUTHAILI OT OOIBIINH-
cTBa (DOTOPELETITOPOB PACTEHMI MOCTYNAIOT Ha OC-
HOBHBIC KOMIIOHEHTHI TPeX KPYMHBIX PEeTyJISITOPHBIX
MomyJeit: peripeccop poromopdorenesa COP1, ak-
tuBaTop poroMmopdoreresza HYS m cucremHbie mH-
terpatopsl PIFs (puc. 1).

“CUHOPOM U3BETAHUA TEHN”
N ETO BHAYEHME [UIA TPOAYKTUBHOCTH
CEJIBCKOXO3ANCTBEHHDbIX KYJIBTYP

“CuagpoM wu3beranms TteHu (shade-avoidance
syndrome, SAS) mnpencraBisieT co00l Mporpammy
ckoToMopdoreHe3a, KOTopasi aKTUBUPYETCSI B OTBET
Kak Ha cHmxkeHune cooTHoineHuss KC/IKC B cnek-
Tpe, TaK M Ha 0011Iee CHUXXEHME KOJIUUeCTBa KpacHO-
ro, cuHero, 6enoro mwim Y®-B cBera, a 110 T10CIIEe -
HUM JaHHBIM, 1 B OTBET Ha CHIDKEHHE COOTHOIICHUS
CC/3C [62]. Bce 3t u3MeHeHUsI B CIIEKTPE Xapak-
TEPHBI IJISI CBETOBBIX YCIIOBUI IO IUIOTHBIM JIMCTO-
BBIM T10JT0TOM [4, 13]. DTO MO3BOJISIET IpEAITONaraTh,
4yTo B SAS Tak WIM MHAUYe YyYaCTBYIOT Bce (DOTOpELIeTI-
Tophl. CleayeT Nog4epKHYTh, YTO CaMO MO ce0e CHU-
xeHue cootHoleHus: KC/JIKC moxkert 3ammyckats SAS
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Puc. 1. YnpoileHHasi cxeMa UHTerpallui CUTHAJIOB, MTOCTYIAIOIIMX OT (hOTOPELENTOPOB, aKTUBUPYEMBIX CBETOM Pa3JIMYHbIX
obusacreii criekTpa, y Arabidopsis thaliana. CTpenkamy oka3aHbl aKTUBUPYIOLIUME U MHTMOMPYIOLIMe B3auMoaeicTBus. JBoii-
HOM cTpenKoii mokaszaHo Ipsimoe B3anMogeiictBrue UVRE ¢ COP1 u Be3BaHHBINM 0TBeT. LIITprxoBoii cTpesikoit 0003HAYEHBI
B3anMOIEUCTBUST (POTOTPONMHOBOTO U (PUTOXPOMHOIO CUTHAIMHTA. Aux — ayKcuHbl; GA — ru66epesuinHbl; Brs — 6paccuHo-

cTepounbl; JA — >KacMOHATHI.

1 Ha BBICOKOM CBETY: 3TO MO3BOJISIET PACTEHUSIM €Il
IO 3aTeHEHUS “3aMeTUTh’ cocedeil — OYmMyIMX KOHKY-
PEHTOB 3a pecypc CBeTa — M 3apaHee YCKOPUThH POCT U
3aITyCTUTh APYTHE adallTUBHBIE PeaKlMU M3 IIPOTrpaM-
MbI SAS. CHkenue cootHoueHust KC/JIKC mpouc-
XOIUT 3a CYET MPESUMYILECTBEHHOTO TTOTJIOIIEHUS 3¢-
JieHbiMu yactsimu pacteHuit KC u orpaxkenus JIKC; B
pe3yJbTaTe COOKY Ha pacTeHMs IOCTYIIaeT OTpaKeH-
HBIN OT cocemTHMX cTebieit ooorameHHbil JIKC cBet
[4]. Cauxenue cootHomenuss KC/JIKC nepeBoaut
PhyB, xoTopsiii BEICTYaeT TJTaBHBIM WHTUOUTOPOM
SAS Ha sIpKOM CBeTy, B HEaKTUBHYIO (popMy. B TeHn
riaBHBIM mHIuonTopoM SAS saBiserca PhyA, a
MMEHHO eTo nedochopuimpoBaHHASI, OTHOCUTEIIHFHO
doTocTabuibHasg ¢opMa, KoTopasi MOSIBISIETCS B
kietke ripu aktuBauuuy HIR. 3amyck SAS onocpeno-
BaH COPIl-3aBucuMoii merpamaimeii akKTHUBaTOPOB
doromopdorenesa HY5 m HFR1, a Takke akTnBanm-
eit reHos, perynupyeMmbix PIF4 u PIFS5.

SAS o0ycioBIMBaeT yIJIMHEHUE YEpPEIIKOB JIM-
CTbEB, UX TUITOHACTUU, OCTAHOBKY pOCTa JIMCTOBOI
MJIACTUHKY B IIUPUHY 1 YCKOPEHME €€ poCTa B IJIMHY,
YIJIMHEHUE MEXIOY3uil, 3aMemjieHue OMOCUHTE3a
XJIOPO(UIITIOB U IpyTre peaKIIuu — KOMIIOHEHThI CKO-

ToMopdoreHe3a. Y 37aKoB (hakKTOp TPaHCKPUILIUU
Grassy tillers B xoge SAS ycuianBaeT IMOKOM OOKOBBIX
MOYEK Y MHTUOUPYET KYIIIEHNE; OH aKTUBUPYETCS 3a
cuer mpyroro 6enka — teosinthe branched, xoTopsrii
naruoupyercss PhyB [75]. Iloka3aHo, 4TO 3amyck
SAS UHrMOUpPYET SMUCCUIO psifia JIETYYMX COSIUHE-
HUl, OMOCUHTE3 KOTOPBIX aKTUBUPYETCS XKacCMOHa-
TaMHM, BO3MOXHO, B CBSI3M CO CHMKCHHEM YPOBHS
duToXpoMoB B KJieTKe [76]. Kpome Toro, B pa3BUTUU
SAS 3aneiicTBOBaHBI MEXaHOUYYBCTBUTEIbHEIC KaHa-
Jb1 [4]. MexaHOCTUMYJISILIMS TTO-Pa3HOMY BIIUSIET Ha
BBEIDaXXEHHOCTh CUMIITOMOB SAS: ycuiMBaeT uX y
IIPOPOCTKOB M CHIDKAET y B3pocibiXx pacteHuit. Ilo-
BUIUMOMY, JIJISI IPOPOCTKOB MEXaHOCTUMYJISILIMS BbI-
CTyMaeT AOMOTHUTEIbHBIM CUTHAJIOM O “HaJIMIUM CO-
ceneit”, a 1y1st B3pOCJIbIX pACTEHUIT — CUTHAJIOM O TOM,
YTO pacTEeHUE BBIPOCJIO U ITOOHSUIOCH Hal YPOBHEM
TPaBOCTOS, IJIe UMEETCS €CTECTBEHHAsI MEXaHOCTUMY-
JISIIUS 32 CYET ABMDKEHMSI BO3/IyXa M MOPHIBOB BETpa,
OTCYTCTBYIOIIIMX B TOJIIE TPABOCTOSI, U 3HAYUT, N30a-
BUJIOCH OT MOTEHLIMAJIBLHON KOHKYpeHIIUU [4].

KacMoHarsl (obecrnieunBarole 3aliuTy MpOTUB
HEKpOTPOGHBIX MATOTEHOB U IPHI3YIINX HACEKOMBIX)
Y CaJIULIMJIATHI (3aluTa OT OMOTPO(hOB) MPEACTABIISI-
®U3UOJIOTUI PACTEHUN
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JOT cO0OI1 CTAHOBOM XpeOeT MMMYHUTETA pacTCHUA
[14]. 3ameuyeHoO, UTO y pacTeHU, pacTyIIUX B TEHHU,
CTEIIEHb IIOPaKeHHOCTH OMO- 1 HeKpoTpodaMu, KaK
IIpaBWIO, OOJIbIIIE, a KOPMSIIMECsS Ha TaKUX pacTe-
HUSIX JIUYMHKM HACEKOMbBIX KpYyITHEe, YEM y pacTe-
HUI1, pacTylIux Ha sipkoM cBeTy [14]. JlelicTBUTEb-
HO, SAS, oOycnoBiaeHHbI cHmkeHuem KC/IKC,
YacTO CBsI3aH CO CHIDKEHUMEM MMMYHHOM 3aIllyiThl
pacTeHUi1 3a cYET OCIabIeHUS JKaCMOHATHOIO CUTHA-
ymHra [14]. UnaktmBamusa PhyB B Tenu cHmkaeT 1
YpPOBEHBb OMOCHHTE3a CAJTULIMJIOBOI KUCIOTHI [14, 77].
Panee 3TH SIBJIeHUSI MHTEPIIPETUPOBAJINCH KaK CITO-
co0 TIepeHaIpaBUTh DHEPIUIO M PECYPChl pacTeHUM
OT 3allUThI K POCTY, C LIEJIbI0O 000THATh KOHKYPEHTOB
3a IOCTYIHOCTD cBeTa [ 14].

B memom 3amyck SAS mpuBOOUT K CHUKEHUIO
ypoKasi: HallpuMep, Y 3J1aKOB MEHSIETCS IepepacIipe-
JieJIeHUEe PecypCcoB OT KOJIOChEB U JIMCThEB B POCT
“HeHyXHBIX~ cTeOieit. [Ipu 3TOM B XOme THICSYEIe-
TUM TOMECTUKAIUuW, Hapsimy C APYTMMHU BaXXHBIMU
MpU3HaKaMU, YK€ BeJICSI OTOOp CeTbCKOXO3SCTBEH-
HBIX pacTeHMI Ha CIIOCOOHOCTH JaBaTh BBICOKUIA
ypoXKaii IIpu TECHOM IocaiKe, TO €CTh OTOOp pacTe-
HUI1 ¢ ocinabiaeHueM SAS [78]. BaxHblit Boripoc ajist
CEJICKIIMOHEPOB 1 OMOTEXHOJIOTOB — KaK MOIABJISITh
SAS 1 1o6MBaThCS 3a CUET TOTO JaTbHEHIIIEro YIIOT-
HEHMUSI TTOCAIOK CETLCKOXO3SIMCTBEHHO LIEHHBIX KYJIb-
TYp, 1 OMHOBPEMEHHO M3MEHSTH 0ajlaHC OMOMAacChl
pacTeHn “B MOJIB3Y~ CETbCKOXO3SIMCTBEHHO IIEHHBIX
opraHoB [78], He CHMXasl TIpU 3TOM UMMYHUTET pac-
TeHuii. TakuM 06pa3oM, BO3MOKHOCTh MaHUITYJISILIN
OTBETOM PacTeHMIT Ha CBET, B YACTHOCTH “BBIKITIOUE-
HUs” CUHIApOMa M30eraHusi TSHU, BbIZBIBAET OOJIb-
IO MHTEPEC, TaK KaK MO3BOJIMT 00JIee TECHO CaXKaTh
pacTeHMs M MOJy4aTh C €AMHUIILI IJIOIIAAN OOJIbIIe
ouomaccsl [79]. C atoii uenbto Wille ¢ coaBTopamu
IIPOBEIN XMMUYIECKII MyTareHe3 IIIeCTU COPTOB SIpO-
BOI1 TIILIEHULILI U MHOTOKPATHBIN CKPUMHUHT CHavyaja
C 3eJIeHbIM CBETO(WIBTPOM, a 3aTeM B YCJIOBUSIX
cHmxkeHHoro cootHomeHuss KC/JIKC, s BoisiBiIe-
HUSI MYTaHTHBIX JIMHUI MIIEHUIBI, TAe OBl POCT HE
yckopsuicd [80]. ITocne aHanuza 6osee yem 1000 au-
HUI OBUIU IIOJIYYEHBI 5 MyTaHTOB C CHJILHO peIyl-
poBaHHBIM SAS: mpu 6oJiee TeCHOI MocajgKe OHU Jie-
MOHCTPUPOBAJIN XOPOIIUI POCT, paHHEee 1IBETEHUE,
OTpalllMBaJii IIUPOKHE JUCThSI U HaKaIUIABaIU
OoJTBIIyIO OMOMAacCy, YeM MCXOIHBIE COPTa B TEX Ke
yciioBusiX. B npyroit padoTe aBTOpHI AJ1s1 BhISIBICHUS
KOMIIOHEHTOB CUTHAJIBHBIX IIyTeil, peryJIMpYIOLINX
SAS, BriepBBIe TpUMEHWIN (eHOoTUITMpoBaHue [81],
YTO TO3BOJIUJIO UASHTUGULIUPOBATh 18 HOBBIX TEHOB,
onocpenymomux SAS (cpean HUX TeH, KOOUPYIOIINA
MIPUYPOYEHHBIN K yCThUIIaM KanueBblii KaHan KAT1),
U BBIACJUTD T'PYIIILI TEHOB, KOHTPOJUPYIOIIUX TPU
THUIIA OTBETA HA TeHb: YIJIMHEHNE TUTTOKOTUJIS, YIJIN -
HEeHMe YEepelIKoB M mepexol K LBeTeHuio. Ciemyet
OTMETHUTh, YTO B CHIIY yIOOCTBA UCMOJIB30BAHMS IS
UHOYKOUU SAS oOydyeHMsT pacTeHMd CBETOM CO
cHumkeHHbIM cooTHomeHueM KC/IIKC, naubGonee
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M3y4deHBI XapaKTepPUCTUKN MMeHHO SAS, BEI3BAaHHO-
ro nHaktuBalueilr PhyB; uccinenmoBanuss SAS, omno-
cpenoBaHHOTO KpunrtoxpoMmamu win UVRS, 3Haum-
TEJIbHO OTCTAIOT, XOTSI MOTYT BBISIBUTh PSI MPEUMY-
IIIECTB C TOYKU 3peHUs cejekumu [64, 77].

B3AMMOJENCTBUE ®UTOXPOMHON
1 )KACMOHATHOM CUCTEM PETVJISILMU

Kak yxe paccMOTpeHoO BbIllIe, 3amycK SAS MoxeT
ObITb BbI3BAaH CHMWXKEHUEM COAEpXKaHUSI aKTUBHOM
GOpMBI TNO0 OCHOBHOTO MHTMOMTOpa SAS — PhyB —
3a cueT noBbileHus noju JIKC B criektpe, 1160 npy-
rux potopeuentopoB, CRY1 unu UVRSE, B oTBeT Ha
CHUXEHUE KOJMYECTBA CBETa B COOTBETCTBYIOLIEH
o6aactu cnekTpa. CHUXXKeHUE COIEepXKaHUsSI B KJIETKe
aKTUBHBIX (popM (poTOpeLeNnTOPOB MPUBOAUT K aK-
tuBalun PIFs u peryaupyeMbIix UMU peaklivii, xa-
pakTepHBIX IsI CKOTOMOpdoreHe3a, B TOM 4uCJIe
YCKOPEHHOMY pOCTY pacTeHuit B WinHy. [Ipaktuye-
CKM BCE rpyMIibl TOPMOHOB y4acTBYIOT B (hOpMUPOBa-
Huu SAS [82]. M3BecTHO, UTO B TEHU B PACTEHUSIX
YBEJINYMBAETCS ColepxXaHWe TmoOepeuinHOB [82],
KOTOphbIe crtocoOcTBYIOT nerpamanu DELLA — 6en-
KOB-PEIpeccoOpoOB T'eHOB r'MO0epeJIMHOBOTO OTBETA.
Ha csety 6enku DELLA cBsizeiBatoTcst ¢ PIFs u mpe-
MSITCTBYIOT 3ammycky SAS; omHako, 6enku DELLA
TakxXXe B3aMMOACUCTBYIOT U C TPYMIIOi penpeccopoB
dakropoB Tpanckpunuuu JAZ [72]. JAZ — 6enku,
KOTOpbIE WHTUOUPYIOT (aKTOPhl TPAHCKPHUITLINU
MYC2/3/4, akTuBUpyoOILIUE TE€Hbl XAaCMOHATHOTO
CUTHAJIMHTA, B TOM YMCJIe TeHbl, Koaupytolue ¢ep-
MEHTbl OMOCUHTE3A JIETYUYMX BELIECTB U OTBETCTBEH-
Hble 3a OCTaHOBKY pocTa. B kiierkax Arabidopsis
¢yakumonupyet mo 10 6enkoB JAZ co cXxOomgHBEIMU
dyHkuusgmu [83].

Bce Gomplire paboT BEISIBISIOT TECHOE B3aMMOISH -
cTBUE (PUTOXPOMHOI U XKaCMOHATHOI CUCTEM pery-
Jgsauuu [83—91]. BuocuHTtes oco6oii popMbl kacMo-
HaTa — KOHbIOraTa ¢ U30JeUIIMHOM — CIIOCOOCTBYET
nerpagaiuu 6enkoB JAZ yepe3 E3-yOMKBUTHHIIM-
ra3abiii komiuiekec COIl (CORONATINE-INSEN-
SITIVE 1) [72]; omHaKo, KaK MoKa3ajau HeJaBHUE 1C-
clleoBaHUsl, JISI BTOr0 TpeOyeTcsl IPUCYTCTBUE
PhyA [84]. B cBoro ouepenb, 60enok JAZ10 oka3zancs
HYXE€H pacTeHUSIM IS BOCHPUSTUS COOTHOIIEHUS
KC/OKC u unruouposanusi PhyB [83]. AkTuBHas
¢dopma Genka JAZ10.4, mopasisomias “>KacMOHAT-
HBIE” OTBETHI, PEACTABISIET COO0I MPOIYKT aIbTEP-
HAaTUBHOIO cIulaiicuHra [83]; ObLIO Obl MHTEPECHO
BBISIBUTD, HE YYaCTBYIOT JIU (PUTOXPOMBI B PETYJISILIUU
crutaiicuara tpanckpunTta JAZ10.4. OrcyrcrBue dpu-
TOXPOMOB Y MyTaHTa Arabidopsis TpUBOANIO K YCU-
JIEHUIO OMOCHUHTE3a KacCMOHATOB [76], a UHTUOUPO-
BaHMe OMOCHMHTE3a XXKacMOHaTa y prca U3MeHsIJIo 0a-
JIaHC CITeKTpaJibHBIX (hopM PhyA [86, 87].

Js u3ydeHust peryJisiiuy pocTa pacTeHUil oco-
Oblii MHTepeC MPeACTaBsIeT BbISIBJIEHUE CUTHAIOB U
MEXaHU3MOB, TPUBOISIIUX K OCTAaHOBKE pocTa B



174

cTpeccoBBIX ycnoBusax [91—94]. Okazanoch, 4TO Be-
IYIIYIO pOJib B 3TOM (peHOMEHE UTPAIOT IeHbl, Pery-
JIUpYyEMBbIE KaCMOHOBOM KUCJIOTON, CUHTE3 KOTOPOI
IIpU cTpeccax pe3ko Bo3pacraer [89, 91, 93]. B Henas-
Hell paboTte yoenuTesIbHO MOKa3aHo, YTO OCTaHOBKA
pocTa M 3alyCK MEXaHU3MOB OOpPBOBI CO CTPECCOM
MIPEACTABIISIIOT CO00Ii ABE OTHEIbHBIE T€HETUIECKIE
MIporpaMMbl, KOTOpble (PYHKIIMOHUPYIOT B TECHOM
CBSI3U, HO TeM HEe MEHEE MOTYT OBITh IOJTHOCTBIO pa3-
OOIIEHBI Y MYTAHTOB II0 COOTBETCTBYIOIINM KJTIOUE-
BBIM peryJisitopaMm 3Tux nporpamm [89]. Takue my-
TaHTbl Arabidopsis thaliana B ycloBUSIX cTpecca Jie-
MOHCTPUPYIOT HOBBIIIEHHYIO CTPECCOYCTOMYNBOCTh
U CUJbHBIA POCT, CPABHUMBIIA C POCTOM paCTeHUI
JIMKOTO TUIIA TUOO IIPEBOCXOISAIINI eTo (BUAMMO, 3a
CUET TPAaHCIPECCUBHBIX 3(p¢ekToB). B mmTupyemMoii
paboTe >KaCMOHOBasl KHCJIOTa BBICTYNAeT MHIAYKTO-
poM cTpeccoBoro orBeta, a PhyB orBeuaer 3a ocra-
HOBKY POCTa IIPY aKTUBAILIMM KACMOHATHOTO CUTHA-
JiuHra. BaxkHO OTMETUTh, UTO MaHMITYJISILIUU YPOB-
HEM aKTMBHOCTH (PUTOXPOMOB OKAa3bIBAIOT BIIUSTHUE
HE TOJIbKO Ha POCT IT0OEroB, HO M Ha POCT KOPHEIi:
poJib (PUTOXPOMOB — MpPUYEM KaK COAEpPKAIIMXCS B
HaJI3eMHOM YacTu pacTeHUIA, TaK U B KOPHSIX — B pO-
CTe KOpHEIi IT0Ka3aHa HeJaBHUMM MCCIIeI0BaHUSIMU
[92]. M3BecTHO, 4YTO KOpHEBbIE (DUTOXPOMBI HY>KHBI
JUIST TPaBUTPOIIM3Ma KOpHeil, a Takxke W3MEHEHUS
MnaTTepHa UX pocTa, B TOM YMCJIE WIS TIPS CUT-
HajoB kacMoHarta [95]. TTonbITKM MaHMITYIMPOBATh
YPOBHEM 3KCIIpeCCUM (PUTOXPOMOB B TPAHCTECHHBIX
pacTeHUSIX C LEIbI0 cABUIa OajlaHca OMOMAaCCHI B CTO-
POHY OpPraHOB pacTeHUM, MPEACTABISIONINX MPAKTU-
YeCKUil MHTepeC, HAa4aliCh JABHO W IPOHOJLKAIOTCS
JIo cux Top [96].

SAKJTIOYEHHME

HM3ydyeHue cucteMbl (POTOPELENITOPHOTO KOH-
TPOJISI POCTa U Pa3BUTUS pPACTEHU, a TaKXke ee
(GYHKIIMOHUPOBAHUS B YCIIOBUSIX CTpecca, B HACTO-
silee BpeMsl riepeXXruBaeT OypHoOe pa3BUTHE. DTU UC-
clIeIOBaHUS B MEPCIIEKTUBE UMEIOT 3HAYUTEIbHBIN
MOTEeHLIMA JJIS IPaKTUYECKUX TTPUJIOXKEHUIA: TTOJTy-
YEeHUsI COPTOB CEJIbCKOXO3SIMCTBEHHBIX KYJIBLTYD,
CIIOCOOHBIX J1aBaTh BBICOKMM ypoOXKail B YCIIOBUSIX
cTpecca.
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