BUOXUMUA, 2023, mom 88, evin. 6, c. 947 — 961

YIK 577.25

MOJIEKYJIAPHBIE OCHOBBI CUTHAJIBHBIX ITPOLIECCOB,
PEI'YINPYEMbBIX CEHCOPHBIMU ®OTOPELEIITOPAMU
KPUIITOXPOMAMMU Y PACTEHUN

00630p

© 2023 T.51. Opaiikun*, H.C. Benennkuna, A.b. Pyoun

Mockoeckuii eocyoapcmeennuiil ynusepcumem umeru M. B. JlomoHocosa,
119991 Mockea, Poccus,; snekmponnasn nouma: Gfiaikin@yandex.ru

IMocrynuna B penakiuuio 31.03.2023
ITocne nopadotku 28.04.2023
IMpunara k myoaukamum 02.05.2023

CeHCcopbl CMHETo CBeTa, KPUMTOXPOMBI, COCTABIISIOT IIIMPOKO PacpOCTPpaHEHHBINM Kiacc (hIaBONMpoTeu-
HOBBIX (POTOpPELIENTOPOB, KOTOPbIC Y PACTEHUI PETyJUPYIOT CUTHAJIbHBIE MPOLIECCHI, JiexkKalle B OCHO-
Be WX Pa3BUTUSI, pOCTa U MeTaboju3Ma. Y HEKOTOPhIX BOXOPOCIEit KPUIITOXPOMBI MOTYT NEeCTBOBATh
He TOJIbKO KaK CeHCOpHbIe (hOTOpelenTophl, HO TakXe Kak (OoTonmasbl, KaTaJu3upyloliue pernapamuio
YO®O-unnyuuposanHbix nospexnenuit JJTHK. Kpuntoxpombl cBs3biBaloT B KadecTBe xpomodopa FAD
B romosiorndyHoM coTtonnase nomeHe (photolyase homologous region, PHR) u conepxkat C-KoHleBoe
yuinHeHue (cryptochrome C-terminal extension, CCE), orcyrctByoniee y ¢otoanas. PoToceHCOPHBIi
Mpoliecc B KPUIMTOXPOME MHULUUPYETCsS (HOTOXMMUUYECKUMU MpeBpalieHus MU Xpomodopa, BKIoYao-
M odpaszoBanue penokc-popMm FAD. B cocTossHuM ¢ BocCTaHOBJIEHHBIM 10 HEHTPaIbHOTO paauKalia
xpomodopom (FADH*®) dpotopenienntopHblii 6e10K noasepraercs ¢hochopuinpoBaHuio, KOH(GOpMaIlIMOH-
HoMy u3MeHeHuo 1 pazobiieHuto PHR-gomena u CCE ¢ nocnenyomum opMrupoBaHUEM OJIMTOMEPOB
KPUIITOXPOMHBIX MoJiekysl. DoToonmuromepusanusi — CTPYKTYpHasi OCHOBa (DYHKIIMOHATbHOM aKTUBHO-
CTH KPUTITOXPOMOB, oTpeesionias hopMUpoBaHUe WX KOMILJIEKCOB C pa3HOOOPa3HBIMU CUTHAJIBHBIMU
OeskaMM, BKJIIOYasi TPAHCKPUILIMOHHbIE (DAKTOPbl M PEryIsiTOpbl TPAaHCKPUIILIMU. B3aumozaeiicTBusi B
TaKMUX KOMITJIEKCaX U3MEHSIOT aKTUBHOCTb CUTHAJIBHBIX OEJTKOB, YTO TIPUBOIUT K PETYIISIIIUM SKCIIPECCUN
reHoB 1 oToMopdoreHesy pacTeHuii. B mociaenHee BpeMs oIyOJIMKOBAaHO MHOTO pabOT ¢ HOBOI, Ooee
JeTanbHON MHGbOpMaLMeil 0 MOJEKYISIPHBIX MEXaHM3MaxX OTMEUEHHBIX BbIlE MPOIecCOB. B HacTosiem
0030pe OCHOBHOE BHMMAaHME COCPEIOTOUCHO Ha aHAJIM3e JaHHBIX 3TUX MyOJIMKaIMii, 0COOEHHO Kacalo-
IIUXCS CTPYKTYPHBIX acTIEKTOB IMepexona KPUIITOXPOMOB B (POTOAKTUBUPOBAHHOE COCTOSTHUE U PETYIs-
TOPHBIX CUTHAJIBHBIX MPOLIECCOB, OMOCPENYEMbIX KPUMITOXPOMHBIMU (hOTOPEIIENITOPAMU Y PACTEHUIA.

KJIFOUYEBBIE CJIOBA: doropenentopsr kpuntoxpoMbsl, FAD-xpomodop, dboToceHcopHbIit Tpotiece, GoTo-
OJINTOMEPU3ALMS, CUTHAJIbHBIC OCJIKM U MEXaHU3Mbl, PEryJisILMs pearupyolinx Ha CBET FEHOB.
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BBEJIEHUE COJIHLIA — KJIIOUE€BOI CTUMYJT OKPY>KAIOIIEH Cpelbl,

KOTOPBIA BOCIPUHHUMAETCSI MHOTOYUCIEHHBIMU

Cser YO, Bunumoii u ommkHeit MK-ob0ma-  opraHumamamu M3 BceX LAPCTB KU3HU. JIJIsT meTek-
creit (290—800 HM) 271€KTPOMarHUTHOIO CMEKTpa TUPOBAHUSI CBETOBBIX CTUMYJIOB XXUBBIE CUCTEMBI

TIpunsTeie cokpaineHus: (6-4)PP — pyrimidine 6-4 pyrimidone photoproduct, nmupumuauH (6-4) MUPUMHUAOHOBBII (hoTo-
nponykT; BICs — blue light inhibitors of CRYSs, 3aBucuMBIE OT CHHETO CBeTa MHTMOUTOPBI KpUIITOXpoMoB pacteHuii; CCE —
cryptochrome C-terminal extension, C-koHueBoe yminHeHue kpurnroxpoma; CIB — CRY-interacting bHLH; CO — CONSTANS,
TpaHCKpuIIMOHHBIN pakTop; COP1/SPA — (constitutive photomorphogenic 1)/(suppressor of PHYA-105 1) E3 ubiquitin ligase
complex, KoMIuIeKe 6eKoB ¢ akTUBHOCThIO E3-youkButuniurassl; CPD — cyclobutane pyrimidine dimer, HUKJI00yTaHOBBIM TN~
pumuanHOBbIN mumep; CPF — cryptochrome/photolyase family proteins, 6enku cemeiictBa KpuntoxpoMoB/doronmuas; CPH1 —
Chlamydomonas photolyase homologous 1, plant-like pCRY protein, momo6HbIif KpunToxpoMam pacteHuit 6enok Chlamydomonas
reinhardtii; CraCRY — animal-like aCRY protein, nmomoOHbIii KpuntoxpomMaM XUBOTHbIX Oenok C. reinhardtii; CRYs (CRY1/
CRY?2) — cryptochromes, kpuntoxpombl pacteHnii; LRGs — light-responsive genes, pearnpytomue Ha cBeT reHbl; PHR — photolyase
homologous region, romoniornyHas ¢oronnase oonactb; PIFs — phytochrome-interacting factors, B3auMmoneiicTByioiue ¢ (puto-
xpoMoM (bakTopsl (peryasitopsl TpaHckpunium); PPKs — photoregulatory protein kinases, otoperyassTopHble MpOTEeUHKUHA3bI.

* Apecar JUIsl KOpPEeCIOHASHIINH.
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pa3BWIM PO CIEUaTU3UPOBAHHBIX CEHCOPHBIX
¢ortopeuentopos [1—11], KoTopble KOHBEPTUPYIOT
(busmyeckuii curHaa B OMOXMMUYECKUE CUTHATb-
HblE KacKalpl ¢ NOCIenyrumMu Goroduonoru-
YEeCKMMU OTBETaMU. DTO TO3BOJISIET OpraHM3MaM
pearupoBaTh Ha (QIyKTyalMd MHOTHX TapaMeT-
POB CBEeTa W aAalTUPOBATLCS B YCIOBUSIX CPEIbI
obutanusi. CeHcopHble (OTOPELENTOPHBIE Oel-
K1 OOBIYHO COIEpXKaT MOJEKYJIbl XpOMO(OpOB,
YYBCTBUTEIbHBIX K (DOTOHAM pa3HOM BSHEpPruu.
ITornomenue oroHa xpomModopoM GoTopelen-
TOpa B aJalTUPOBAHHOM K TEMHOTE COCTOSIHUU
WHUIIUMPYET Cepuio (HOTOXUMUYECKMX PeaKIIuii
(hboTOLIMKIT), COMTPOBOXIAIOLIMNXCS TTepPeXoaoM (o-
TOpeLEeNnTopa U3 «TeMHOBOI0» (HEaAaKTUBHOIO) CO-
CTOSIHUS B aIalITUPOBAHHOE K CBETY, UM «CUTHAJTb-
HOe» KOH(OopMaIlMoHHOe cocTostHUe. Takoit epe-
XOJl 03HavyaeT (hOTOaKTUBAIIMIO (pOTOpEeLIeNTOpA.

PacteHus ¢ Hanboee pa3BUTBIMU CUCTEMaMU
BOCIIPUSITUSI CBETa, OTBETCTBEHHBIMU 3a pPa3HO-
oOpasHbie (POTOOTBETHI, 00J1a1aI0T OOJBIIUM YKC-
JIOM PeTyJISITOPHBIX CEHCOPHBIX (hOTOPELIENTOPOB,
KOTOpBIE, UMesl Pa3Hyl0 CIEKTPaJbHYIO YyBCTBU-
TEJIbHOCTb, BMECTEe KOHTPOJMPYIOT BCe 00JacTu
COJIHEYHOTO onTruuyeckoro crekrpa [12—20]. Mox-
HO TakXe OTMETUTb, YTO PACTUTENIbHBIE (HOTO-
penienTopbl (YHKIIMOHAIBHO B3aMMOCBSI3aHbl B
3aIycke IMporpaMM pa3BUTUSI PACTEHUM M KOOp-
OUHALMU LIUPKAJAHBIX PUTMOB MX (PU3UOJIOTUYE-
CKUX (PYHKIIMI ¢ CYTOYHBIM COJTHEYHBIM LIMKIIOM.
DTU ceHCOopHble (HOTOPELENTOPbl HA OCHOBAHUU
KOHKPETHON Tpupoabl 1 (oTouukiaa XpoModo-
pa IoApa3ieNsiloTcs Ha HECKOJbKO pasidy-
HBIX KjJaccoB. K HUM oTHOcCITCS (DUTOXpPOMBI —
CEHCOpHl KPacCHOro/majJibHEro KpacHOTO CBeTa
(600—750 um) [21, 22], kpunToxpomsl |14, 23],
ororponuHbl U apyrue Oenxku: Light-Oxygen-
Voltage (LOV) — ceHcopsl yasrpaduonera A-00-
nactu (Y®A)/cunero ceta (320—400 uM/400—
500 M) [24], a Takke 6enok UV RESISTANCE
LOCUS 8 (UVR8) — ceHcop ¢oTOHOB ynbrpaduo-
jgera B-obnactu (YOB, 290320 um) [25, 26]. 3a
nckiaodeHnem 6enka UVRS, koTopwlii He comep-
KUT CIEMAJIbHOTO XpoModopa, KaxXablii (poTo-
peLenTop MOXET ObITh (PYHKIIMOHATBLHO pa3aeiéH
Ha (POTOCEHCOPHBIM MOAYJb, COAEPXKAILIUI XpO-
Modop 1 odecrneuynBaIoOInil TIOTIOIIEHNE CBETA, U
2 deKTOpHBIN (CUTHATBHBIN) MOIYJIb, OTIOCPEAY-
IOIIMIA TPAHCOYKIIMIO CUTHaJa U (poToOMOoIOrnYe-
ckuii orBeT. DUTOXPOMBI CBA3BIBAIOT OMIMHOBBIC
xpoModopsl [27], a peLenTopbl CUHETO CBeTa —
¢naBUHOBBIE XPOMOMOPHI; KPUIITOXPOMBI B Kaye-
ctBe xpoModopa cea3eiBatoT FAD [1].

Y xpuntoxpomoB pactenuii (CRYs) FAD
MOXET CYLIECTBOBAaTh B 4YETHIPEX pemokc-(op-
Max: ITOJTHOCThbIO oKuciaeHHoi ¢opme (FAD),
aHnoH-panukanbHoil (FAD®™), HeliTpalbHOI pa-
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Puc. 1. A6cop6umonHbIe criekTphl penokc-popm FAD-xpo-
Modopa KpUITOXPOMOB

nukanbHoii (FADH®) u aHMOH-BOCCTaHOBJIEHHOIM
(FADH") (puc. 1).

Bce penokc-dopmbel FAD uMeror B crek-
Tpax IIONJIOLIEHUsST MakKCMMyM B oOjlactu YDA
npu 360—370 um, npuuém y FADH™ makcumym
B 3TOI 00JIACTU €IMHCTBEHHBIN. Y OKMCIEHHOM
¢opmbl FAD u anmoH-pagukana FAD°®~ mak-
CUMYMBI pacIIOJIOXEeHbl TakXke B CUHel o0jacTu
(400—500 uMm). ¥ FADH® MakcuMyMbl CHUJBHO
CABMHYTHI B 3€JIEHYIO U KPAaCHYIO 00JacTU CIeK-
Tpa Mexay 500 m 650 HM; 5TO NPUHLMNMAL-
HO€ OTJIMYMe HeHUTpalibHOro pagukana or FAD u
FAD*~ [28, 29]. IlpuBenéHHble JaHHbIE MTOKa3bl-
BalOT, YTO Kaxnas penokc-gopma FAD xapak-
TepusyeTcs crneuupUuIecKUMM MaKCMMyMaMHu B
CHEKTpax IOMIOIIeHUs, U MO3TOMY abcopOru-
OHHbBIE CHEKTPHl IPEIOCTABISIOT BaXKHYIO MH-
(opmalmio 0 penoKc-coCTOSIHUSIX XpoModopa B
KPUIITOXPOMHBIX OeKax.

ITepsrlit kpuntoxpom (cryptochrome, CRY1)
OBLIT OTKPHBIT y pacTeHust Arabidopsis thaliana [30],
1 ObLIO YCTAHOBJIEHO, YTO 3TOT OENOK, KOAUpYye-
MbIii reHom LONG HYPOCOTYL 4 (HY4), romo-
nornueH JIHK-¢poTonmnaszam — cBeTOUYyBCTBUTEIb-
HbIM (epMeHTaM pernapanuu MOBPEXIEHHOMN
YO®-usnyuenuem JHK. benoxk HY4, kak u ¢poTo-
nmasbl, comepxanl FAD, HO y Hero oTcyTcTBO-
Bana JIHK-penapupyilomas ¢depMeHTaTuBHAs
aKTUBHOCTb (potonuas [31], U1 OH MpOSABISIN pe-
I'YJISITOPHBIE CBOMCTBAa CEHCOPHOIro (oTOpelel-
Topa. Uepe3 HecKoNbKO JeT y A. thaliana viaeH-
tuduLmponBanu BTopoit kpumnrtoxpom (CRY2), a
y Drosophila melanogaster OTKpbUIM €111€ OAMH TUII
kpuntoxpoma — dCRY [32]. B Hacrosiee Bpems
KPUIITOXPOMBI HalieHbl BO BceX OuoJjiornye-
CKMX 1IapCTBaX M OINPENEJISIIOTCS Ha OCHOBE CXO-
XKEN JIBYXAOMEHHOW CTPYKTYpPBI, BKIIIOYAIOIIEH
N-xoHueBo#t «/B-goMeH, coaepxKaluii [3-JUCT,
n C-KOHIEBOW O-CNUpalibHBIA JTOMEH, CBSI3bI-
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Baouii xpoMogop FAD. B coBoKymHOCTM OHU
COCTaBJISIIOT KOHCEPBAaTMBHYIO T'OMOJIOTMYHYIO
¢otonuasze obOnactb (photolyase homologous
region, PHR), nHasmiBaemyio Takxke PHR-mome-
HOM, KOTOpbIit cocTouT u3 npumepHo 500 octat-
KOB. JIOMOJHUTEIBbHO CTPYKTypa KPUIITOXPO-
MoB BkJouaer C-koHueBoe ymiuHeHue (CRY
C-terminal extension, CCE), Ha3biBaemMoe Takxke
CCE-nomenom (y CRYI1 u CRY2 oH cocTouT u3
180 u 110 ocTaTKOB COOTBETCTBEHHO, a Y (HOTO-
a3 otcyTeTByeT) [33, 34].

BonbIMHCTBO KpUNITOXPOMOB IEMCTBYIOT KaK
PeTYJISITOPHI SKCIPECCUM TeHOB, 0COOEHHO TpaH-
ckpunuuu [23, 35]. U3 nByx CRYs CRY1 ¢pyHk-
LIMOHUPYET U B sApe, U B LIMTOILIa3Me, TOrIa Kak
CRY2, no-BuauMomy, UCKIIOUUTEIbHO SIACPHBIN
0e0K, KOTOpBIiA 3aBepllaeT CBO ITOCTTpaHC-
JISIMOHHBIN LUK B siape [36, 37]. ¥V pacreHwui
KPUIITOXPOMBI PETYJIUPYIOT MHOXECTBO (hOTO-
OTBETOB, B TOM YMCJIe TaKUX, KaK TPaHCKPUITLIUS
T€HOMOB, UHTMOMPOBaHUE BHITSATMBAHUS TUITOKO-
TWISI, U30eKaHUe TeHU, LIMPKaIHbIe PUTMbI, UHU-
Luamnus 1BETEeHUs, IporpaMMUpOBaHHas KJe-
TOYHAs CMEPTh U CBETO3aBUCUMBIN cTpecc [23].
Kpome Toro, CRYs moryT BoBieKaTrbcsl B Mar-
Hutopeueniuuio [38], KaKk 3TO MOKa3aHO B OTHO-
IIEHUU KPUIITOXPOMOB APYIUX OpraHusmos [39].
Xorss CRYs MoryT He3aBUCUMO peryiupoBaTh
¢oToMopdoreHes, ornmocpenoBaHHbIE MU OTBETHI
4acTO aHTarOHUCTUYECKM WU M30BITOUHO pEery-
JIMPYIOTCSI C BOBJICUEHUEM APYIUX (hOTOPELENTO-
poB, a umeHHo ¢utoxpomoB, UVRSE u LOV-6en-
KOB. DTO OOBSICHSAETCS TeM, YTO KPUIITOXPOMBI
MHIYLIUPYIOT OTBETHl HA CUHUI CBET MYTEM B3au-
MOJENCTBUSI CO MHOTMMU CHUTHAJbHBIMU OeyKa-
MU, HEKOTOpPbIE M3 KOTOPBHIX MOI'YT B3aUMOIEii-
CTBOBaTbh U C OTMEYEHHBIMU (DOTOPELIENITOPHBIMU
OelKkaMu, BCJEACTBUE YE€ro MOXKET M3MEHMTbHCS
(MO3UTUBHO WJIM HEraTuBHO) 3(P(PEKTUBHOCTH
CUTHAJbHBIX MpolieccoB, 3anmyckaeMbix CRYs [11].

B nocnenHee necsatuieTre KPUIITOXPOMBI TaK-
K€ IIMPOKO M3YYaloTCs Y 3€JE€HBIX BOMOPOCIHEH,
conep:Kalllux IMOoA00HbIe PACTEeHUSIM U TOIO0OHbIe
SKMBOTHBIM TUIIBI KPUITOXPOMOB, KOTOpbIE IPU-
HajuiexXaT K CeMeiicTBY KpUNTOXpPOMOB/(oToaMA3
(cryptochrome/photolyase family, CPF). Hekoro-
pble KPUIITOXPOMBI BOAOPOCIEH OTIMYAIOTCS OT
KPUIITOXPOMOB BBICIIMX pacTeHUM TeM, UYTO MPO-
SBJSIOT OU(PYHKIMOHAIBHBIE CBOICTBA, AEMCTBYS
M KakKk TPaHCKPUIILMOHHBIE PETYJISITOPhI, M KakK
JAHK-dotonmasel. Kpome TOro, atu KpuUInToxpo-
Mbl MOTYT pearupoBaTh Ha CBET U OIIOCPENOBAaTh
¢ OoTOOTBETHI BOIOPOCEH B O0jIee MIMPOKOit 001a-
ctu criektpa, yemM CRYs, a umMeHHO B auara3zoHe
500—650 um [40].

ITo coBpeMeHHBIM TIpeAcTaBiIeHUSIM, (HOTO-
CEHCOpPHBIE IPOLIECCHl B KPUMNTOXPOMAaX MHUIIM-
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UpyOTCS  (POTOXMMUYECKUMMU TIpeBpallleHUSIMU
FAD-xpomodopa, KoTopble MHAYLUPYIOT M3MeE-
HEeHUs B XpoMOGOp-0eIKOBBIX B3aUMOACHCTBUSIX.
BosHukaroiiue KoH(pOpMallMOHHBIE IIE€PEXOIbl
B CTPYKType Oejika, HEIOCPEICTBEHHO OKpY-
JKaloIero XxpoModop, paclpoCTPaHsIOTCS BHYT-
pu doTopeuenTopa, IPUBOASI K pa3oOIIeHUIO
PHR- u CCE-goMeHOB, 4TO CONMpPOBOXIAETCS
(opMUpOBaHUEM OJMIOMEPOB KPUIITOXPOMHBIX
Mousiekya [41]. B 3TOM COCTOSSTHUM KPUIITOXPOMBI
dochopunupyorcss (POTOPEryAITOPHBIMU TIPO-
TeHKnHa3aMu (photoregulatory protein Kkinases,
PPKSs), ctanoBsITCS (DyHKLIMOHAJILHO aKTUBHBIMU
1 00pa3yIoT KOMILIEKCH CO MHOTUMU CUTHAJIbHbBI-
MU OeJKaMu, BKJIFoUasi TPaHCKPUIIIIMOHHBIE (pak-
TOPBL U PETYISATOPHI IKCIIPECCUU T€HOB. 3aBUCH-
MbI€ OT CHMHETO CBeTa B3aUMMOICHCTBUS B TaKMX
KOMILJIEKCaX BBI3BIBAIOT M3MEHEHME aKTUBHOCTU
CUTHAJIbHBIX OEJIKOB, OMpPEAESIONIEe UX CIIoCco0-
HOCTb PEeryJaupoBaTh 3KCIPECCUI0 pearupyroimnx
Ha cBeT reHoB (light-responsive genes, LRGs) [11].

OTMeUeHHBIE ITPOLIECCHI COCTABIISIIOT MOJIEKY-
JISIPHYIO OCHOBY CHUTHAJIbHOM aKTMBHOCTU KPHII-
TOXPOMOB B (DOTOMOP(OTeHETUIECKOM Pa3BUTUU
pacteHuil. B HacTosilieM 0030pe paccMOTpPEHbI
U IIpOaHaJU3UpPOBaHbl HETaBHUE HAHHBIE, ITOJTY-
YeHHbIE TIPU U3YYEHUU CUTHAJIBHBIX MEXaHU3MOB
(oTOperyISITOPHBIX IIPOIECCOB, OMOCPEIYyEeMBbIX
STUMHU (POTOPELIETTTOPAMU.

BEJIKU CPF:
OBIIIAA XAPAKTEPUCTUKA

I'eHBl pOACTBEHHBIX KPUIITOXpOMaM OEIKOB
HaliIeHbl B TEHOMAaX MHOTHUX OPraHM3MOB U3 pa3-
HBIX (OWJIOTEHETUYECKUX TPYII — OaKTepuii, BOTO-
pocneii, TpuboB 1 XUBOTHBIX [1, 40, 42, 43]. Bce
KPUMNTOXPOMHBIE OCJIKM OOBeNMHSIET 3HAUUTENIb-
HOE CTPYKTYpPHOE CXOICTBO ¢ (hOTOJIMa3aMu, KO-
Topble comepxaT kKodakTop FAD B ocHOBHOM co-
crogaum B popme FADH™. B (poToB0O30OY:XKIEHHOM
cocrossHuu FADH™ HenocpencTBeHHO BOBJIEKaeT-
Cs B pernaparuio IByX JaBHbIX YD-UHIyIIUPOBaH-
HbIX noBpexaeHuit JJHK — 1nukio0yTaHOBBIX TH-
PUMUAMHOBLIX nuMepoB (cyclobutane pyrimidine
dimers, CPDs) u nupumMuauH (6-4) mUpuMUI0HO-
BbIX (poTonpoaykToB (pyrimidine (6-4) pyrimidone
photoproducts, 6-4PPs). ®epMeHTHI, penapupyro-
e CPDs mwim 6-4PPs, Ha3zBaHBI COOTBETCTBEHHO
CPD-doronuazamu win (6-4)-portonnaszamu [44].
KBanToBriii Bbixon ¢otopenapanuu CPD-doto-
Jita3aMM 3HAYUTEJIbHO IIPEBBIIIAET KBaHTOBBIM
BbIXo (oropemnapaunu (6-4)-goronuazaMu, He-
CMOTpSI Ha CXOICTBO CTPYKTYp NBYX TUIIOB (hbep-
MEHTOB U IIepBUYHON (oToXumMuu uX aaBu-
HOBOTro Ko(akTtopa. DTO OOBSCHSETCSI TeM, 4YTO
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dotopenapanusg 6-4PP — Gonee cioxHas peak-
uus, yem ¢oropenapauus CPD (nmogpobHee 3TOT
BOIIPOC pacCMaTpUBAETCs B CASAYIOIIEM paseie).

IIpuHsATO CUMTATh, YTO KPUIITOXPOMBI 9BOJIO-
LIMOHUPOBaIX OT (OTOJMA3HOIO MpPEAIIeCTBEH-
Huka. IloaTBepxXaeHUeM OOIIMX 3BOJIOLIMOHHBIX
KOpHe#l (oTosmas U KpUITOXPOMOB MOXET CIy-
KUTb OTKPBITUE Y IPUOOB, TUATOM U 3€JEHBIX BO-
Jopocieil 0enkoB ¢ aBoiiHo# (pyHkiuein — JJHK-
penapupytouieil u peryastopHoii [10, 40, 45—47].
BoibIIMHCTBO KPUIITOXPOMOB HE CITOCOOHBI KaTa-
nusuponaTh ¢otopenapaunio JHK. OgHako oT-
JeJbHbIE UX TIPEACTaBUTEIN, OTHOCSIIMECS K Oe-
kam CPF, coxpanstoT 3Ty cnocodHocTh. CorjiacHO
COBPEMEHHOI (UIOreHeTUYeCKO M (YHKIIMO-
HajnbHOUM Knaccudukauuu [10, 43], 6enku CPF
MoApa3aessioTcsl Ha 4yeTbipe Kiacca. Cpenn HUX
OTMETUM J1Ba OCHOBHBIX: paCTUTEJbHbIE KPUIITO-
xpoMbl (CRYs) u mogoo6Hbie M Oenku (plant-like
CRYs, pCRYs) 1 KpUnTOXpOMBI XUBOTHBIX U CXO-
xue ¢ HuMu Oenku (animal-like CRYs, aCRYs).
Kpunroxpombl pacteHuii M 3eI€HBIX BOIOPOC-
neit, nanpumep, pCRY Chlamydomonas reinhardtii
(Chlamydomonas photolyase homologous 1, CPHI),
JEICTBYIOT B OCHOBHOM KaK CEHCOpHbIe (OTO-
peLENTOPhl, TOrAa KaK KPUITOXPOMBI KMBOTHBIX
MOTYT BBITIOJIHATh (PYHKLIMU JTUOO (DOTOPELIETITO-
poB (tum I), 160 He pearupyrolnx Ha CBET pe-
ryasaTopoB HupKagHbix putMoB (tut II). Kpunro-
XpoMbl TUIa | HaliieHbl Yy HACEKOMBIX (X MPOTO-
TUIIOM cuMTaeTcsl Kpuntoxpom apo3oduiibl dCRY),
a xkpunrtoxpoMbl Tunall — y MiaeKomuTaroummx.
Hpyroii Tunm KpUNTOXpPOMOB MASHTU(PULUUPOBAH
y NTULl, PbIO, 36eMHOBOIHBIX U IPECMbIKAIOIIMX-
cs; 3™ O6enku copepxkat FAD u ¢otoxumuye-
ckn aktuBHBI [48]. Heckonbko 0enkoB aCRYs
OOHapyXeHO BHE 11apCTBa XXMUBOTHBIX — IJIAaBHBIM
o0pa3oM y (OTOCUMHTE3UPYIOLIUX BOIOPOCIEH.
3enénas Bogopocib C. reinhardtii conepXuAT MoMu-
Mo 6enka pCRY (CPH1) 6enok aCRY (CraCRY),
KoTopbiii Ha 40—50% roMONIOTUYEH IO MOCIEIO0-
BaTenbHOCTH OenkaMm aCRYs u3 3enéHoit Bomopoc-
mm Ostreococcus tauri 1 guatoMmbl Phaeodactylum
tricornutum. DT KPUNTOXPOMBI BOAOPOCIEH SIB-
JAI0TCS OM(PYHKUMOHAJBHBIMU OeJIKaMu, TIpo-
SIBJISTIOLLMMU aKTUBHOCTD (6-4)-(oTonnasbl U hyHK-
LIMIO PETYJISITOPOB 3KcIpeccuu reHoB. MHTepec-
HO, 4TO peryiasaTopHas ¢yHkius oenka CraCRY
BBISIBJICHA HE TOJILKO IPU IeHCTBUU CUHETO CBETa,
nornomaemoro xpomodopom FAD B okucieHHoit
(opme, HO U TIpM AEMCTBUU KPACHOTO CBeTa, I10-
rinomaemoro FADH® [40].

IToutu Bce 6enku CPF monBepraioTcs cBeTO-
WHOYIMPOBAHHON peakIMM, Ha3bIBaeMoii (hoTo-
aKTMBalLlME, B KOTOPOI (hbyHKIIMOHAJIbHO HEakK-
tuBHBIA FAD npu ¢poToBo30yXIeHUU OTpbIBAET
3JIEKTPOH OT cocenHero TpurrtodaHa. B Boccra-

®PANKWH u np.

HOBJIEHHOM COCTOSIHUM (bJTaBUHOBBIIA XpoModop
JIM00 MHULIMMPYET TpaHcayKimio curdaia (FADH®),
JbO Mocje MOCAenyoIero momolleHus (GoToHa
katanusupyeT penapauuio JTHK (FADH™). Boi-
CTPBII MEPEHOC 2JEKTPOHA C MTOBEPXHOCTU OeIKa
Ha FAD oGecrnieunBaeTcsl KOHCEpBAaTUBHOI TpUa-
noit TpuntodanoB (Trp-Tpuaga). DTOT BHYTpHU-
MOJIEKYJISIDHBIN MYTh MepeHoca 3JAeKTpOHa yIIu-
HiaeTcss y CraCRY M KpMITOXPOMOB KMBOTHBIX
tuna | (Hanpumep, dCRY) 3a cuér yeTBEpTOTO
apomatuyeckoro ocratka [49, 50] — TuposuHa
(CraCRY) umu tpunrogana (dCRY). YiimHEHHBIM
9JIEKTPOH-TPAHCIIOPTHBIN ITyTh BaXeH HE TOJIb-
KO I peakuuit doroBocctaHoBieHus FAD vy
oenkoB aCRY, HO u 19 (yHKUMOHUPOBAHUS
(6-4)-doronmas.

Y CRYs ¢poroBoccranoBnenue FAD BbI3biBa-
et BeicBoOOXKAeHUe CCE-gomena u3 sapa PHR-
nomeHa, ¢ KotopbiM CCE ObLT1 cUJIBHO CBSI3aH B
temHoTte. B pesynsrate CCE-pomeH nepexomut
B HEYMOPSITOYEHHOE COCTOSHUE, U €ro JAeCTPyK-
TypupoBaHHas 4yacTb U3 80 OCTaTKOB CTAaHOBUTCS
JOCTYIIHOM JISI B3aUMOJEUCTBUS C HEKOTOPBIMU
0elKkaMyu — KOMIIOHEHTaMU CHUTHAJbHBIX IyTei
Kpunrtoxpomos. IloaToMy paHee monaraiu, 4To y
CRY1 u CRY2 Ttoabko CCE urpaet pojb 3 dek-
TOpHOTro goMeHa. OaHaKO IOJydYeHHbIE B TTOCe -
Hee BpeMs JaHHble O (hU3UYECKOM B3aUMOJEHi-
CTBMU psiJia CUTHAJILHBIX 0enKoB ¢ PHR-momenom
9TUX KPUIITOXPOMOB TMO3BOJSIOT CUMUTATh, YTO
PHR Toxxe MOXET BBITIOJHITH (DYHKILINIO 3P dek-
TOpHOTO fOoMeHa [23].

BnepBbie omnpenenéHHas KpucTaiddeckast
crpykrypa PHR-nomena CRY1 mnposiBiser yau-
BUTEJIbLHOE CXOACTBO co cTpykTypoii CPD-doto-
nmassl Escherichia coli, HecMOTpSI Ha UX DBOJIIOLU -
OHHYIO OTHaJA€HHOCTh. BMecTe ¢ TeM KpucTaiim-
yeckasl CTPYKTypa pPacTUTEIbHOIO0 KPMUIITOXpoMa
IOJIHOM IJIMHBI M3-3a TEXHUYECKON TPYAHOCTU
KpUCTaJInu3aluu OejKka ¢ OOJbIIUM BHYTPEHHE
HeynopsinouyeHHBIM CCE-nmoMeHOM Moka He To-
nydyeHa. Y kpunrtoxpoMa apo3odunsl dCRY co
cpaBHuTenbHOo ManbiM CCE-gpomeHOM ymanoch
OIPENeSUTh He TOJIbKO KPUCTALIMYECKYIO CTPYK-
TYpY HOJHOM IJIMHBI, HO U €r0 KOMILIeKCa C CUT-
HaJbHBIM OefikoM. Pe3ynbraThl 3TOro McciaenoBa-
HUSI TPONEMOHCTPUPOBAIU IIEHTPaAJbHYIO POJIb
FAD-cBs3bIBaloniero kapMaHa M (U3NIECKUX
B3aumoneiicrBuit mexxny PHR- u CCE-nomenamu
B (YHKIIMOHUPOBAHUU KPUIITOXPOMOB KMBOT-
Hbix [51]. CymiecTByeT oO0lee coriacue B TOM,
yro n y CRYs cBero3aBuUCHMMBbIEe U3MEHEHHUS BO
B3aumoneiicrBuu mexay PHR- u CCE-nomenamu
MOTYT OOBSICHUTH (DOTOMHAYLIMPOBAHHBIE KOH-
¢opmaumoHHbIe TIepexoabl. OJHAKO KOHKPETHBIE
catitel B3aumoneiicteus Mexny PHR u CCE emé
MPENCTOUT UASHTU(DUIIPOBATD.
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Kak ormeueno Brilre, ¢potoaktuBauus CRYs
HAuMHAETCs ¢ MOIIoIIeHUS ()OTOHA CUHETO CBETa
xpomodopoMm FAD u ero ¢poroBOoCCTaHOBIEHUS.
DTO TPUBOAUT K KOH(MOPMAIIMOHHBIM M3ME-
HEHUSIM, BbI3bIBalOIIMM pa3obueHue PHR- wu
CCE-noMeHoB U mociaenyoluii mepexon ¢oTo-
peuenropa u3 KoHdopmauu ¢ 3akpblThiM CCE-
JoMeHOM B KoHdopmanuio ¢ OoTKpbITbiM CCE-
noMeHoM. Takue M3MEHEHHUsI COIPOBOXIAIOTCS
¢opmupoBanuem oauromepo CRYs, koropsie
HEeoOXoAMMBI JisI 00pa3oBaHUs MX KOMILIEKCOB
C pPa3IUYHBIMU CUTHAJIILHBIMM Oenkamu. B3anmo-
JNEUCTBUS B TAKUX KOMILJIEKCAX U3MEHSIOT aKTUB-
HOCTb CUTHAJIbHBIX O€JKOB, oOecreuyuBasi TeM
caMbIM peryasgiuio umu skcrnpeccun LRGs u
MporpaMMm pasBuUTHsI pacTeHuit. [Ipu u3ydeHuwn
MEePEYMCICHHBIX IIPOIECCOB B MOCIETHUE TOIbI
TOJIy4eHBbI HOBBIE Pe3yJIbTaThl, KOTOPbIC paccMaT-
PUBAIOTCS B MOCJIEAYIOIINX pasaenax.

POTOXUMUA
FAD-XPOMO®OPA B CPF-BEJIKAX
N ®POTOAKTUBALINA KPUIITOXPOMOB

doroxumMuyeckre CBOCTBa (hJIABUHOB OTIpe-
JIeNISIIOTCS  CUCTeMO#  COMPSIKEHHBIX TBOWHBIX
CBsI3€it X M30aJIJI0KCa3uHOBOTO KoJblia. [1pu mmo-
ronieHun potoHa YDA /cuHero cBera Mmpoucxo-
IUT TiepepacripenaeieHue 3apsiaa B u30aJIoKca3u-
HOBOM KOJIbIIE M UI3MEHEHNE peloKC-TIOTeHIIraa
¢dnaBuHA, YTO MHAYLUPYET ero (POTOXUMUYECKUE
NpeBpalleHMs], BOBJIEKAWIINE IMEePEeHOC 3JIeK-
TPpOHAa/MIPOTOHAa M o0OOpa3zoBaHUE paauKaJbHbBIX
dopm [16, 29]. CTpyKTypHOE CXOICTBO MEXIY
PHR-gomMeHOM KpUIITOXpOMOB U (pOTOIMA3aAMU,
0COOEHHO B 0OEJIKOBOM KapMaHe, CBSI3bIBAIOIIEM
FAD, ompenenster oOwmuii MpUHLUI MX pearu-
pOBaHUS Ha CBET: Y 00OMX TUMOB 0eKOB (POTO-
WHAYLMPOBAaHHOE  BO30yXIeHue xpomodopa
MHUILIMMPYET peakiuu IepeHoca ajeKkTpoHa. On-
HaKO MeXaHU3Mbl (hOTOXMMHUYECKHUX IPOLIECCOB
y KPUNTOXpOMOB U ¢oTonmnas ¢GpyHIaMeHTaIbHO
pa3InyaroTCcsl, U 3TO, B YaCTHOCTH, BbIpaKaeTcsl B
penoxkc-dopmax xpomodopa FAD B xone ero ¢o-
TOLIMKJIOB.

AKTUBauus cBeTOM (hOTONIMA3 MPOUCXOIUT C
ydyacTheM IBYX XpOMOMOPOB — KaTaJIUTUYECKO-
ro FADH™ u anteHHoro xpoModopa, QyHKILNIO
KOTOPOIO y OOJIbIIMHCTBA (pOTOIMA3 BHIITOJHSIOT
5,10-metenunterparuapocdonar (5,10-methenyl-
tetrahydrofolate, MTHF) unu 8-rugpoxcuaesasa-
¢naBuH (8-hydroxydeazaflavin, 8-HDF). AnteH-
Hble XpOMO(MOpPHl MHTEHCUBHO ITOMJIONIAOT (ho-
TOHBI B o0actT YDA 1 1o Gpu3nuecKomMy pe3o-
HAaHCHOMY MEXaHU3MYy IIepenaroT dHEepPTruio0 BO3-
oyxnenus K FADH™, nmoBbllasi ero moreHuuail
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BocctaHasiauBatb CPD unu 6-4PP nmna mocie-
nyloolleit ux penapanuu (oronuvazamMu. Benen-
CTBUE IIepeHOCa 3JIEKTPOHA OT BO30YXIEHHOIO
FADH™ k CPD unu 6-4PP o6pa3yiorcs KOMILIEK-
Cbl C TIEPEHOCOM 3apsiia MeXIy HeUTpaIbHbIM
panukanom ¢aasuHa (FADH®) u anuoH-paguka-
goM CPD unu 6-4PP. Jlasee B aHMOH-paguKajie
CPD npoucxoouT nepepacnpeaesieHue 3JIeKTPOH-
HOIi MJIOTHOCTH, BCJIEACTBHE YETO LIUKI00yTaHO-
BO€ KOJIBIIO PaCIIEIUISIETCS Ha Ba MCXOMHBIX IH-
pumuarHa. OOpaTHBIN TTEpEHOC U30BLITOYHOIO 3JIeK-
TpoHa Ha FADH*® BoccTaHaBiuBaeT ero B akTUB-
Hywo ¢opmy FADH™. Ilo cpaBHeHUIO ¢ pemapa-
uueir CPD pemapauus 6-4PP — Gosee ClIOXHBIM
npoiecc. JTO CBI3aHO C TeM, 4TO s (hOopMu-
pOBaHMSI ABYX HEMOBPEXIEHHBIX MUPUMHUINHOB
aHUOH-paguKan 6-4PP momxeH ObITH MpeaBapu-
TeJIbHO KOHBEPTUPOBAH B APYroil MHTEpMeIuaTr —
okceTaH [16, 29, 52]. CornacHo JaHHBIM KpUCTaJ-
JiorpacM4ecKoro aHajau3a CTPYKTypbl KOMILIEKca
PHR-npomena CraCRY c ¢parmenTom JIHK, co-
nepxkamMm 6-4PP [53], mexannsMm pemapaunu JJHK
(6-4)-doTonmaszoil mpenmnosaracT IOIJIOIIEHUE
BTOporo (poToHa ISl epexoaa oT MHTepMenuaTa
OKceTaHa K ABYM MCXOAHBIM MMUPUMUIMHAM.

BoabIIMHCTBO TaHHBIX O POTOXUMUU KPUII-
TOXpOMOB TmoiaydyeHo Tmpu usydyeHuun CRY1 u
CRY?2 A. thaliana, CPHI1 n CraCRY C. reinhardtii
u dCRY D. melanogaster [14, 50, 54—57]. B otnu-
yue oT (oTronuas, 3TU KPUNTOXPOMBI B OCHOB-
HOM coCTOsSTHMU coaepxaT FAD B MOJHOCTbIO
OKMCJIEHHOI (hbopMe U OOBIUHO (32 UCKITIOYEHUEM
CraCRY, KoTOpblIii JOMOJTHUTEILHO BCTPAUBAET XPO-
Modop 8-HDF) He ¢cBSI3bIBalOT aHTEHHBI XpOMO-
¢op. Kak ciaenyeT M3 CTPYKTYp KPMUIITOXPOMOB,
9TO OOYCJIOBJ€HO 3aMEIleHUEM KIIOYEBBIX aMu-
HOKHCJIOTHBIX OCTaTKOB B OEJKOBBIX KapMaHax,
CBSI3BIBAIOIIMX AHTEHHBI Xpomodop, 4TO Tpe-
MSTCTBYET €ro y3HaBaHMIO U BCTPAMBaHUIO.

ITpu uccnengoBanun CRY1 u CPHI1 c¢ npu-
MEHEHMEM CIIEKTPOCKOMUU BPEMEHHOIo paspe-
mweHust B UK-, YO- u Bugumoii obnactu ycra-
HOBJICHO, YTO MOIJIOIIeHHe (POTOHA CMHEIo CBeTa
xpoModopom FAD uHnyuupyer peakiuio ero Boc-
cTraHoBjeHUs B aHuOoH-pagukan (FAD®™) mocpen-
CTBOM MepeHOca JIEKTPOHA OT COCEAHEro ocTaTka
TpunrogaHa — KOMIIOHEHTa KOHCepBaTUBHOM Trp-
Tpuanbl. CBepXOBICTphIE peaKIuy MepeHoca dJIeK-
TpoHa ot Tpuntodana (Trp H) x FAD u mexny
koHueBbIM TpuntodanoM (Trp;H) u Trp,H npouc-
xomar 3a 0,4 nic u 31 nc coorBerctBeHHO. DOpMU-
pyemblii ipu ¢otoBoccTaHoBNeHUn FAD aHunoH-
panukan FAD*~ npotonupyercs y CRY1 u CPH1
B T€UEHUE HECKOJIbKMX MUKPOCEKYHIT U MEePEXOIUT
B pagukan FADH®. JloHopoM npoToHa B 3TOi1 pe-
aKIIMUd MOXET CIYXKUTh PACIOJOXEHHBIN OJIM3KO
K M30aJ/UI0OKCa3lHOBOMY KOJbIy (hjlaBMHA OCTaTOK
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acraparuHoBOU KMCIOTHI. B mosib3y aToro mpen-
MOJIOXKEHUSI CBUIETEIbCTBYIOT JaHHBIE, COIJIaCHO
KOTOPHIM 3aMeHa aclapardHOBOM KHUCJIOTHl Ha
nucreudH B PHR-nomene CPH1 nonHocThio 610-
KMpyeT TepeHoc TmpoToHa [58]. Baxnoe cuen-
CTBUE€ peakIMM IMPOTOHMPOBAHUS — CTaOMIM3a-
us paaukana ¢iaaBuHa B coctosHuu FADH®
U TIPOIVIEHUE €T0 BPEMEHM XXU3HU 10 HECKOJIb-
KUX MWUIMCEKYHI in Vitro 1 HECKOJbKUX MUHYT
in vivo [54, 59]. CsoiictBo FADH*® mnomiomath
CBET B JJIMHHOBOJIHOBOM obOnactu crnekrpa (500—
650 HM) CITOCOOCTBOBAJIO YCTAHOBJEHUIO €ro
pOJIM KaK CUTHAJIbHOMI (hopMbI (DJIaBUHOBOTO XPO-
Modopa y CRYs. Beuto mokazaHo, uTo nobasie-
HUeE 3eJIEHOTO CBeTa MOIaBJIsIeT KOHTPOJIUPYyeMble
KPUIITOXPOMOM OTBETHl Ha CMHUI CBET. AHTaro-
HUCTUYECKOE JeHCTBUE 3€JEHOT0 CBeTa KOppear-
poBaJio ¢ yMeHblIeHUeM KoHLleHTpauuu FADH® B
pe3yabTaTe ero (p0TOBOCCTAHOBJIEHUS B HEAKTUB-
Hyo dopmy FADH™ [14]. Pegokc-doTouukn FAD
3aBepiuaetcs peakuueit FADH™ ¢ kwuciopogom
U pereHepauueil MCXOMHON OKMCIEHHOU (DOPMBI
FAD (puc. 2).

hv

2
\

&, FADH*
FAD*~
o/ ®
FAD*
h\)-’]x\ T
FAD FADH"
0,

!
H,0, 05" +H*= HO;

Puc. 2. ®ororukn xpomodopa FAD ¢ mociaenoBareIbHbIMU
ero mnepexogaMu B Tpu penokc-dopmbl. Lluki 3aBepiiaercs
okuciaenneM FADH™ xucnopomom B ucxomnyto dopmy FAD.
Ha nepBoii ctanuu oKMcIeHUs THTEPMEIUAaTOM MOXET ObITh
pamukanbHas mapa [FADH® + O,°"]. Ha Bropoii ctanuu cy-
nepokcua O»°~ 3aMeHsIeTCsT Ha €ro MIPOTOHUPOBAHHYIO (hopMy
HO:*, ¢ xoTopoii OH HaXOAUTCS B PABHOBECHUU, U 3TO MPU-
BomuT K okuciaennio FADH® B FAD ¢ Beixomom H.O» [60];
FAD* — dotoBo30yxnénunsiit FAD, hv-1 — (poToH cuHero
cBeta, /v-2 — (POTOH IMHHOBOJIHOBOTO BUAMMOTO CBETa B
obmnactu 500—650 HM

( [FADH"* + HO; ] 2 [FADH" + 03]

®PANKWH u np.

Kak yxe ObU10 OTMEUYEHO, CUTHAJIbHAsI aKTUB-
HOCTb KpuntoxpomoB obecneuuBaeTcsd ux CCE-
nomeHoM, Torna kak PHR-momeH ocymiectBiasieT
peryaupyeMblii CBETOM KOHTPOJIb Hafd (DyHKIIME
CCE. Ilocne ¢oroaktuBanuu CCE-moMeH BbIC-
BOOOXKIAETCSI M MOXKET 3aTeM B3aMMOJIeiiCTBOBATH
C HEKOTOPBIMU CHUTHAJILHBIMM OeikaMu. OmHako
BOIIpOC 0 TOM, Kak BbicBoOOXneHue CCE cBsizaHo
¢ (doToxumMMeil KpuUNTOXpoMma, OCTaBajCsl Hepe-
meéHHbIM. B uccnenqoBanuu ¢ npumeHeHuem MK-
CIIEKTPOCKONMY BPEMEHHOTO pa3pelleHus oOHa-
pYXXeHO, 4TO Mocyie (popMUpOBaHUS CUTHAILHOMU
¢opmbl FADH® B N-koHlLeBOM o/f-cybmoMeHe
PHR ¢doropenentopa CPHI1 B Teuenue 500 Mkc
MPOUCXOAUT 3aMETHOE M3MEHEHME CTPYKTYPHI
-nmucTta. DTOT (PakT paccMaTpuBaeTcsl KaK CBU-
JIETeJIbCTBO KJIFOUEBOM posiM (-JIMCTa BO B3aMMO-
neiicteun PHR u CCE, a Takxke B ux pa3o0IieHuU
u nocienytomein gectpykrypuzanuu CCE [58].
B HenaBHEM McclieqOBaHUM TTOJYYEHbBI JOTIOJTHU-
TeJIbHbIC JaHHbIC, JEMOHCTPUPYIOIIME, UTO pe-
opraHusanus UMEHHO [-JIMCTa BBI3bIBAET IHC-
counanuio CCE ot PHR-nomeHa ¢otopeuento-
pa CPHI1 [61]. UuTepecHo, uto y CRY1 nepexon
CCE B HeyInopsiioueHHOE COCTOSIHUE TIPOMC-
xoauT 3a Bpems 100 Mc mocie ¢GopMUpOBaHUS
FADH*, 1.e. HamHoro nosxe. B mpenjioxeHHOI
Ha OCHOBE MOJYYEHHBIX JAHHBIX MOJEIM IMOKa3a-
HO, KaK CTPYKTYpHbIE M3MEHEHMSI CUHXPOHM3U-
pytoTcs ¢ ¢poToxumMuei ¢paaBMHOBOro Xpomodopa
y CRYs [58].

POTOOJMUTIOMEPU3ALIUA
KPUIITOXPOMOB
N NX BBAMMOJEMCTBHUE
C CUTHAJIbHBIMHA BEJIKAMM:
CTPYKTYPHBIE ACIIEKTbI

CTpykTyphl ()OTOOJMIOMEPOB KPHUITOXPOMOB.
Kak oTMe4eHO BblllIe, KPUIITOXPOMBI ¢ (POTOBOC-
craHoBieHHbIM FAD moasepraiorcs KoHpopma-
IIMOHHBIM M3MEHEHUSIM, KOTOpbIEé MOTYT MPUBO-
IuTh K pazooumennio PHR- u CCE-gomenos [61].
HenaBHo ObLIO MOKa3aHO, YTO 3TOT IPOLIECC MO-
JKET BbI3bIBaTh MU3MEHEHMSI BO B3aMMOIEUCTBUU
MEXAYy MOJIeKYJIaMU KPUITOXPOMOB, COIPOBO-
JKAaaeMble X ToMooMromepusanueii. @oTooauro-
Mepu3aums TpedyeTcs s (PyHKUMOHATBHON aK-
tuBHOCTU CRYS, Tak Kak MOBBIIIAET UX CPOICTBO
K CUTHJIbHBIM OesikaM [62]. K aTiM 0ejikaM OTHO-
CATCS TPAHCKPUIILIMOHHBIC PETYJISTOPBI, TaKKe
kak CRY-interacting bHLHs (CIBs), B3aumoneii-
CTBYIOIIME C (PUTOXPOMOM (PAKTOPHI — PETYJISITOPHI
TpaHckpunuuu (phytochrome-interacting factors,
PIFs, 1 CONSTANS, CO); peryasitTopbl KpUIMTO-
xpoMoB, Takue kak PPKs u 3aBucumebie ot cune-
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ro ceera uHruoutopsl CRYs (blue light inhibitors
of CRYs, BICs), a takxke E3-nmurasHbiii KoMm-
IIeke constitutive photomorphogenic 1 (COP1)/
suppressors of PHYA-105 1 (SPAs) [11, 23, 63].
B pesynbraTe B3auMoneicTBusl B KOMILJIEKCE TOMO-
oJIMroMepa KpMUIITOXpoMa ¢ OejKaMu U3MEHSIeTCS
HX CUTHAJIbHAsl aKTUBHOCTb, YTO IPUBOIUT K U3ME-
HEHMIO 3KCIPECCUU TEHOB U PErYJISILIMU POTpaMM
pa3BuTusg pacteHnit [64]. CieayeT OTMETUTD, YTO
KJIIOUEBbIE eTalu 3TOM MOMIEJM He ObUIM TOYHO
oIpeneeHbl, 0COOEHHO B OTHOILIEHUU CTPYKTYp-
HBIX U3BMEHEHUII B roMOAMMEpe KPUIITOXpoMa, Ha
OCHOBaHUM KOTOPBIX MOXHO OBLIO OBl €ro OTIU-
YUTh OT CTPYKTYpbl MoOHoOMepa. [nsg peleHus
3TOr0 BOMpOCa IPOBENEHO TeHETUYECKOE M3yue-
HUue cBs13K cTpyKTypa—dyHkuust y CRYs [65, 66].
ITokazaHo, 4yTO MyTauMU OCTaTKOB Trp-Tpuaabl
y CRY1 unu CRY2 610KUpYyIOT KacKkaj TepeHoca
aJIeKTpoHa U (doToBoccTtaHoBleHue FAD in vitro,
HO HE BJIMSIIOT Ha (PU3MOJOIMYECKYI0 aKTUBHOCTD
MYTaHTOB in vivo. HekoTopble MyTaHTBI (Harpu-
Mep, W374A y CRY2) nposBasiioT KOHCTUTYTHUB-
HYIO, T.6. HE3aBUCUMYIO OT CBeTa (hU3UOJoruye-
CKYI0 aKTUBHOCTb. DTU MYTaHThI CIIOCOOCTBOBAIN
OIpEACIICHUIO CTPYKTYPbl TOMOOJIUTOMEPOB KPUII-
ToxpoMoB. B otnmune ot nukoro tuna CRY2, ko-
TOpPBI MoaBepraercs (HOTOOJUroMepu3aliu, My-
tanT W374A CRY2 mnposiBisieT TOMOOJUTOMEpPH-
3alUIo in Vitro. DTOT pe3yabTaT COmacyeTcs ¢ TaH-
HBIMU O TOM, 4YTO (hOTOOJMTOMEpU3alus TpeOy-
ercs mis (pyHKIMoHanbHo# aktuBHOoCcTH CRY2, n
yTo ero MyTaHT W374A KOHCTUTYTMBHO aKTHMBEH
in vivo [64]. B HenaBHell paboTe ¢ IpUMEHEHUEM
HU3KOTEMIIEPATYPHOM BJIEKTPOHHOM MUKPOCKO-
MUU ¢ BU3yajau3alveil BbISIBICHBI KOH(MUIYpaluu
romMoauMepa M ToMmoTeTpamepa MyTaHTa W374A
CRY2, y KOTOPOTro 3TH OJUTOMEPHI (POPMUPYIOT-
Cs MOCPEICTBOM B3aMMONCUCTBUIN MOBEPXHOCTEH
PHR-npomenoB. Myrtauuu B uHTepdeiice romo-
JuMepa IMPUBOIWIM K YMEHBIIEHUIO €T0 CpOI-
cTBa K curHanbHoMy Oenky CIB1. Ha ocHoBanun
aToro ¢daxkra npeanonoxunu, yto CIBI1 B3aumo-
neiicteyeT ¢ CRY2 B uHTepdeiice romonumepa,
M, BEPOSTHO, ITIO9TOMY MMEHHO OJIMTOMEpHI, a
HE MOHOMEpBHI SIBJISIOTCS aKTUBHBIMU (hopMaMu
KPUIITOXpOMOB [67].

CTpyKTypHblE U3MEHEHMS B OJUIroMepax
PHR-nmomena CRY2 nponeMOHCTpUpPOBaHBI TaK-
K€ B HeIaBHEM MHCCJIENOBaHUU, MPOBEIEHHOM C
KpucTtannndyeckumu crpykrypamu PHR-momena
B (bOTOAKTUBHOM TETPaMEPHOM 1 HEaKTHMBHOM
MOHOMEpPHOM cocTosiHusx [68]. dopMupoBaHue
TeTpaMepa OMNOCpeayeTCsl AUHAMWUYHON MNeTNEN,
cesasbeiBaoieii PHR- u CCE-gomeHbl, KoTOpas
CMOCOOCTBYET MEPEMEILECHUIO OIPEACIEHHBIX OCTaT-
KOB B -6 [JIs1 MX y4acTusi B GOPMUPOBAHUM aK-
TUBHOTO MHTepdeiica B OJTMTOMEPHOM COCTOSIHUU.
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Bsanmoneiicresue CRY—BIC: unruouposanue
(hoToosMromepusanuu ¥ AKTUBAIMUA KPUINITOXPOMOB.
MuakTtuBanust ¢poTopelenTopoB UTpaeT BaKHYIO
poJib B MomaepKaHUM HEOOXOOIMMOIO YPOBHS UX
CBETO3aBUCUMON (PYHKIIMOHAJBbHON aKTMBHOCTU
U B IPenoTBpallleHUN Ype3MEPHOII YYBCTBUTE/b-
HOCTH KJIETOK K Bo3zaeiictBuio cBeta. DortoakTu-
BUPOBAaHHBIE KPUIITOXPOMBI MOTYT MOIBEPraThCs
MHaKTUBALIMM MO TPEM pa3IMUYHBIM MeXaHU3MaM,
BKJIIOYAsl CIIOHTaHHYIO TEMHOBYIO PE€BEpPCHUIO I'O-
MOOJIMTOMEPOB B MOHOMEPHI, B3aMMOIEICTBUE C
naruouTopamu (BICSs) n yOMKBUTHH-3aBUCUMBIiI
npoteonu3. Cpenu 3TUX MEXaHU3MOB TOJIbKO MH-
ruoupoBaHNe KPUNITOXpOMOB, BhI3bIBacMoe BICs,
SIBJISIETCSI CBETOUYBCTBUTEIbHBIM ITpolieccoM. [loato-
My mpenmnonaraercsi, uro B3aumopeiicrsue CRY—
BIC Moxer urpath Oojiee ITMHAMWYHYIO POJib B
pPeTYJISILIMM aKTUBHOCTU KPUIITOXPOMOB y pacTe-
HUIM, pacTyLIMX Ha CBETY [68].

AHanu3 HedaBHO ITOJYYEHHOU KpucTalidue-
ckoit cTpykTyphl komriekca PHR-nomena CRY2
¢ BIC2 BuiiBUI IBa BO3MOXHBIX MEXaHU3Ma,
MPOSICHAIONINX BOIPOC O ToM, Kak Oenku BIC
MoryT nHaktuBuposaTb CRYsS [69]. Bo-nepBhix,
BIC moxer mHrMOMpoOBaTh (hOTOBOCCTAHOBJICHUE
FAD, nockonbky cBsa3piBanne BIC2 ¢ PHR yBe-
JIMYMBAET PACCTOSHUE MEXIY TOHOPOM 3JIEKTPO-
Ha (W397) u akuentopoMm (HM30aJJIOKCa3MHOBOE
konbiio FAD) Ha 1 A, 1 9T0 MOXeT 3aTpyIHHUTD
nmepeHoc 3jekTpoHa. Kpome Toro, cBs3bIBaHUE
BIC2 ¢ PHR MoxeTt nmpuBecTr K BpallleHUIO Kap-
OOKCHMITBEHOI OOKOBOM LIETIN MPEAITOIaraeéMoro J10-
Hopa nporoHa (D393) na 50°, yTo yBenuuur pac-
CTOSIHME MEXIY TOHOPOM IPOTOHA 1 aKIEITOPOM
nmpoToHa B Xpomodope Ha 5 A. Takoe n3MeHeHNE
IeJaeT IPOTOHMPOBaHUE MajloBepOSITHBIM. COOT-
BeTcTBeHHO, BIC2 MoXeT OJ0KMpoBaTh (hOTOBOC-
cranoBienne FAD B FAD®™ u ero nporoHupoBa-
HHE C MepexoJoM B CUTHalbHYI0 dopmy FADH®.
Bo-Bropnix, BICs Moryt neiicTBOBaTh KakK WH-
TUOUTOPBHI TOMOOJIMITOMEPU3ALIMUA KPUTITOXPOMOB.
B xommnekce PHR-gomena CRY2 ¢ BIC2 ctpyk-
Typa (pparmenta BIC2 ompenenser ero crnoco0-
HOCTb OITOSICHIBATh Ma3 MeEXAY ABYMSI cybmome-
Hamu PHR-momena. PHR u BIC2 umerT 1o
16 ocTaTKOB, KOTOpHIE BOBJEKAIOTCSI B (DOPMUPO-
BaHUE KOMILIeKca Mexay HMMHU. MHauBUIyalb-
Hble MyTallUd HECKOJbKMX OCTaTKOB B MHTeperi-
ce KOMILJIEKCa CHMXKaJdu BbIpak€HHOE CPOACTBO
mexny PHR u BIC2 in vitro. UnTepdeiichl rete-
poanumepa CRY2—BIC2 u romomumepa CRY2—
CRY2 conepxat mo naBa octatka CRY2, a uMmeH-
Ho W349 u R208. Ha ocHOBaHMM MOJyY€HHBIX
JNaHHBIX Mpennoyiaraercsi, 4YTo cBsi3biBaHue BICs
¢ CRYs KOHKYpEeHTHO MHIMOUPYET (DOTOOJUTO-
Mmepusauuio CRYS, 610Kupyst TeM caMbIM aKTHUBa-
1110 (hOTOPELENTOPOB.



954

Bzaumoneiicteus CRY—CIB u CRY—-PIF: nps-
Masa perynsanus skcnpeccun LRGs. benok CIBI1
ob1 mepBbiM CRY-B3auMoneicTByIOIIUM TpaH-
CKPMITIIMOHHBIM PEryIsITOPOM, UIAEHTU(DUILIMPO-
BaHHBIM y pacTteHuil. Kak ObUIO yCTaHOBJEHO,
CIB1 npu B3aumomeiicTBUM ¢ (POTOAKTUBUPO-
BaHHBIM CRY2 mHayuupyeT TpaHCKPUIMILIMIO TeHa
FLOWERING LOCUS T (FT), xoTopblii Komu-
pyeT LeHTpaJbHbI PEryisiTop MHUIIMALWU IIBE-
teHus [70]. brulo TakxKe Toka3aHo, 4TO ApyTue
CIB-6enxu (CIB2, CIB4 u CIB5) B3aumomeii-
cTBYIOT ¢ (doroakTuBupoBaHHbIM CRY2 u cBs-
3piBatoTcs ¢ FT-npomoropom [71]. HaubGomee Be-
positHo, uyTo CRY2 He Bnuser Ha cpoactBo CIB-
oenxkoB Kk JIHK wnu xpomaruny [70, 71], omHako
OHU HaMpsIMYyIO B3aMMOIEHCTBYIOT C TPaHCKPMII-
HUOHHBIM (pakTopoM CO i MHUIMALIMM 1IBe-
TeHuss [72]. B COOTBETCTBUM C BBIIBUHYTHIM
npeamnoynoxenuemM CRY2 moxer namenuts CIB—
CO-B3aumoseiicTBue, odecreyMBas TeM CaMbIM
nocieaypollyo TpaHckpunuuio F7-rena. Bonpoc
o ToM, kKak nmeHHo CRY2/CIBI-komriekc omno-
cpenyet perynasaiuio LRGs, ocTtaéTcs moka HeBbI-
SICHEHHBIM.

ITomumo CIB-6enkoB, CRYs B3aumoneii-
CTBYIOT C JIPYrOil Tpyrroi TPaHCKPUITLIMOHHBIX
¢akTopoB — PIF-0enkamu, KOTOpbie BOBIEKAIOTCS
B (oToMopdoreHeTMYeCKre OTBETHI, OIMOCPEIO-
BaHHbIe (utoxpomamu [17, 19, 22]. doroakTu-
BupoBanHele CRY1 u CRY2 moryr ¢usnueckmn
B3aumoneiicrsoBath ¢ PIF4 u PIF5 mocpencrsom
PHR-nomeHoB CRYs u N-KOHIIEBBIX TOMEHOB
PIF-6enkoB [73, 74]. Kak ObL10 IMOKa3aHO, B YCJIO-
BUSIX 3aT€HEHMSI YMEHbIIAETCSI HE TOJbKO COOT-
HOIIIEHVWE WMHTEHCUBHOCTEH KpacHOTO/maJbHEro
KpPacHOTO CBeTa, HO M MHTEHCUBHOCTb CHHE-
ro csera; npu 3toM U CRYs, u c¢utoxpom B
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(phytochrome B, phyB) onocpenyor ¢oTooTBETHI
nsoexanus teHu [20, 74]. U3BectHO, uTO phyB,
csa3biBasick ¢ PIF3, BuI3bIBaeT ero ¢ochopu-
JIMpOBaHUE M YOUKBUTUH-3aBUCUMYIO Aerpasia-
uuio [75]. OnHako B ycI0BUsX 3aTeHeHUsT phyB-
nHayuupoBaHHas gerpaganus PIF3 ocnabnsercs,
U 3TO CIOCOOCTBYET POCTY pacTeHMsI Ha cliaboM
CHMHEM CcBeTy. MHTepecHO, 4TO B TaKUX YCJIOBUSIX
CRYs moryTt nomasiath gerpaganuio PIF1 [76].
CorjacHO BBIABUHYTOMY IIPENMOJIOXEHUIO, IPU
HU3KOH MHTEHCUBHOCTU CMHEIO CBETa IPOMCXO-
IUT yMeHbIlIeHre 3(PGeKTUBHOCTU (POTOOTUTOME-
puzauuu Kpuntoxpoma u ocinadienue CRY—PIF-
B3aMMONIEHCTBUS C MOCENYIOIIMM HaKOILJIEeHUEeM
PIF-6enkoB. CnemyeT OTMETUTD, YTO B3aUMOICH -
ctBue CRY-PIF, kak u CRY-CIB-B3aumoneii-
ctBue, He BiuseT Ha cpoacTtBo PIFs k JHK unn
XpOMaTHUHY, XOTSI UBMEHSIET UX aKTUBHOCTb B pe-
TYASIIUY TPAHCKPUITLIMH.

®ochopuamposanue kpuntoxpomos PPKs. Xo-
pomro u3BectHo, uTo CRY1 m CRY2 moaBepra-
IOTCS CBETO3aBUCUMOMY (pochopuanpoBaHUIO B
pacTuTenbHBIX KieTkax [77, 78], mpuuém docdo-
punupoBanne CRY?2 He TONIBKO TTOBBIIIAET aKTUB-
HOCTBH (pOoTOpelenTopa, HO TakKkKe CITOCOOCTBYET
ero gerpamauuu ¢ ydactueM E3-yOoukBuTtmHIM-
raz [37, 77,79, 80]. B uzonupoBanusix CRY2-6e-
KaX BBISIBIGHO MHOTO pa3HBIX (GochopuaInpo-
BaHHBIX OCTAaTKOB, BKJIIOYasi CEeMb OCHOBHBIX
dochocepnuHoB, 1 ypoBeHb (HOCHOPUIUPOBAHUS
IOYTH BCEX 3TUX OCTAaTKOB BO3pacTaeT B OTBET
Ha aeiictBue cuHero cBeta. Myrant SCRY2D nHe
nonsepraercsd GocHopMmIMPOBAHUIO U YaACTUIHO
yTpauuBaeT (PU3NOJOTHIecKre (PyHKIINMN.

Dochopunmpoanne CRY2 nmpoucxomur rpe-
UMYILIECTBEHHO B SIIpe U IOBBIIIAET KaK ero ak-
TUBHOCTb, TaK U JIeCTaOMIM3alMI0 MOCPEICTBOM

PPKs E3
— —>» [erpagauusa CRY2

LRGs

—» @oTtooTBET
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Y 4
L =

Puc. 3. CRY2 noasepraercsi CBeTO3aBUCMMBIM TTPOIIECCaM OJIUroMepu3ainu u pochopunmrpoBanusi, Katanusupyemoro PPKs.
DTO MPUBOIUT K (POPMUPOBAHUIO MTOJTHOCTBIO akTUBHOTO fuMepa CRY2, kotopslit ahdekTuBHO onocpenyeT peryisiiuio LRGs,
4yTo compoBoxmaeTcs TpaHckpunimeit MPHK u poTtobnonornueckum orsetoMm. Pochopmnmmpoannbiii CRY2 nmonsepraercst
TakxKe Aerpagauuu ¢ yuactuem E3-yOuMKBUTUHIUTA3bI; AV — (POTOH CMHETO CBeTa
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(boTOMHAYLIMPOBAHHOTO U3MEHEHMsSI KOHGOp-
Mauuu (oropeuentopa [81]. YcraHOBI€HO, UTO
yetbipe cxoaHble PPKs, cnenuduunbie nas pa-
CTeHUI, KaTaJIu3UPYyIOT CBETO3aBUCHMOE (poc-
¢opunupoBanue CRY1 u CRY2 in vivo. Bce
PPKs B3aumonmeiicTByloT B OCHOBHOM C Hedoc-
¢opunupoBanHbiMu CRY-0e1kamMu U ¢ M30BIT-
koM (ochopunupytor nx. Dochoprnmpyromas
akTuBHOCTH B oTHoueHM CRY1 u CRY2 noutu
OTCYTCTBYyeT y TpoitHbix MyTaHTOB PPKs; kxpome
toro, CRY2 He moaBepraeTrcsl nerpagalluy 3TU-
MM MYTAHTaMM, 4TO CBUAETEIbCTBYET O HEOO-
xoguMoctu dochopunupoBanuss CRY2 mnsa ero
MOCIeayIoeTro YOMKBUTUH-3aBUCUMOIO MIPOTEO-
Jn3a. OTU pe3yabTaThbl MOATBEPXKIAIOT MOIENb,
JNeMOHCTPUPYIOIIYIO, YTO (hOTOAKTUBMPOBAHHbIE
CRYs pochopunupyiorcst 4eTbIpbMs CTPYKTYPHO
cxoxxumu PPKs, u 3T0 BbI3bIBaeT KoHpopMalu-
OHHbIE M3MEHEHUS, TOBBIIIAIIUEe (DU3UOJOTH-
yeckyio akTuBHOCTh CRY1 u CRY2, a Takxke ae-
rpagaunio CRY2 [81] (puc. 3).

Kpome kpunrtoxpomon, y PPKs ectb npy-
rue cyocrtpathl, BkIodas 6enok PIF3, koTophrit
BOBJIEKAE€TCS B CUTHAJIbHBIA IyTh (hPUTOXPOMOB.
Ha ocHOBaHUM MOJy4eHHBIX JaHHBIX MPEIIOXEH
MeXaHU3M, 00eCIeurBalOIIMii KOOPAUHAIIUIO CO-
BMECTHBIX JEeHCTBUII KPUMITOXPOMOB U (DUTOXPO-
MOB B (poromMopdoreHe3e pacTeHMii B OTBET Ha
pa3Hble JIMHBI BOJIH CBETa B €CTECTBEHHBIX YCJI0-
Busx [75, 81].

B3aumoneiicTBUS KpUNTOXPOMOB C KOMILIEKCOM
COP1/SPA: Henpamasi peryisiuysi TPaHCKPHIIMH.
O6menpunsto, uro COP1, xoTopslit ObUT mep-
BbIM CUTHaJIbHBIM O€JIKOM, WACHTU(UIIMPOBAH-
HBIM y pacTeHuil [82, 83], sBasieTcs LEHTpalb-
HBIM pernpeccopoM ¢doToMopdoreHesa, M 3TO
MOATBEPXKIEHO M3YyUYeHUEM pa3HbIX CEHCOPHBIX
(oTopenenTopoB — KPUIITOXPOMOB, (UTOXPO-
moB 1 UVRS [84—87]. Crpykrypa COPI1 BKiIO-
yaeT N-koHueBoii nomeH Really Interesting New
Gene (RING), nomeH coiled-coil 1 C-koH1eBOI
WD40-nomen. COP1 neiicTByeT in vivo B KOM-
IUIEKCE C YEThIpbMSI ITOAOOHBIMM €My OeJKaMu
SPA (SPA1-SPA4), otnuuue xotopeix ot COPI1
3aKJII04aeTcsl B TOM, UYTO B UX TOMEHHOI CTPYKTY-
pe RING-goMmeH 3aMeHEH Ha MOmOOHBINA KUHAa3e
JIOMEH, MpPOSBJISIONINI, KaK HETaBHO OBLIO IIO-
Ka3aHo, KMHa3HYl0 akKTUBHOCTL [88—90]. Terpa-
mepHbiii COP1/SPA-kommiekc u3 asyx COPI1- u
nByx SPA-6enkoB pyHkinmoHupyetr Kak E3-youk-
BUTMHJINIa3a U Yy4acTBYeT B Jerpajalluyd TpaH-
CKPMITIIMOHHBIX (DAKTOPOB, KOTOPbIE BOBJIEKAIOT-
Csl B CUTHaJIbHBIE ITyTU (POTOPELETOPOB, PEryIr-
pyIoIIMX mpoiecchl poToMopdoreHesa y pacre-
Hui [86].

B Temuore COP1 HaxomuTcs Tmipenmylie-
CTBEHHO B sIIpe, Tle TPaHCKPUIIIMOHHBbIE (ak-

BUOXUMUS tom 88 BBIIL. 6 2023

955

TOPBI METITCS A1 youkBuTMHanuu. benkn SPA
He TpeOytoTcs nisg snepHoii Jokanu3zauuu COPI,
omHako B otcyTtcTBUe SPA-6enkoB COP1 He mpo-
siBJIsIeT akTUBHOCTH [91]. O1no3HaHME TPaHCKPUII-
LIMOHHBIX (PaKTOPOB MPOUCXOIUT ITOCPEACTBOM
C-xoHueBbix WD40-gomenos COP1 u SPAs [90].
IMTockonbky WD40-noMmen SPA1 moxeT 3ameniaTh
WD40-momen y COP1, HO He HaoOopoT, PyHK-
IIMM 3TOrO AOMEHa y OBYX OEJIKOB, BEPOSITHO,
CXOIHBI, HO HEe MACHTUYHHI [92]. CBeT UHAYLIUPY-
et penokanuzaunio COP1 B IMTO301b, U, KaK 10~
Ka3aHo, 3TO MOXET COAeCTBOBATh CTAOMIN3alINN
mumieHn COP1 B gape — TpaHCKPUMNIIMOHHOTO
¢dakropa LONG HYPOCOTYL 5 (HY5) [93].
YcTaHOBIEHO, YTO OMOCPEeIOBaHHBIN (hOTOAKTHU-
BupoBaHHbIM CRY1 Breixom COPl1 u3 gmpa He
3aBucHuT OoT SPAS, Torma Kak 3TOT Impoliecc, MHAY-
LIMPOBAaHHBINA JaJbHUM KPAaCHBIM CBETOM C yya-
ctueM ¢urtoxpoMa A, 3aBucuUT oT SPA-Genkos, a
¢utoxpoMm B, aKTUBMpPOBaHHBIM KpacHBIM CBE-
ToM, MeHee 3ddekTuBeH B ygameHun COPI us
sanapa [87]. OueBuOHBIE pa3aMYUs B MHUIIUALIUU
dutoxpomamu 1 CRY1 mpouecca Beixoma COP1
U3 siApa CBUACTEIbCTBYIOT O Pa3HbIX MeXaHU3Max
y4acTusi 3TUX (OTOPELENTOPOB B CBETO3aBUCH-
Moii pernokanuzanuu COP1 B MTO3051b, OTHAKO
KOHKPETHBIE CUTHAJIbHbIE MEXaHU3Mbl NEeHCTBUS
Kaxaoro (boTopelenTtopa OCTalOTCSI MOKa HEBbI-
sicHeHHbIMHU. KpoMe Toro, HeM3BECTHO, IPOMC-
XOIUT JIM TAKXKe CBETO3aBUCHMAs PEeIOKaIN3aIns
B IUTO30J1b U SPA-GeKoB.

ITomumo otmenenus COP1 ot tpaHCcKpwuII-
IIMOHHBIX (PAKTOPOB, MX CTAOMIM3AlLUsS MOXKET
o6pITh mocturHyta CRY-omocpemoBaHHBIM pas-
pymeaneM COP1—-SPA-B3anMoneiicTBuit, conpo-
BOXIAeMbIM MHAKTHUBaLMEl YOUKBUTUHIMTA3HOM
aktuBHocTu COPI1/SPA-kommiekca. Kak ObL1O
mokaszaHo, perymsnus aktuBHoctu COP1/SPA
OCYIIIECTBIISIETCSI CBETO3aBUCUMBIM B3aUMOJIEH-
crBueM CRY1 u CRY2 c¢ 6enkamu SPA [94-96].
HnaTepecHo, uaro ¢oropeuentopel CRY1 u CRY2
B3anmMojeiicTByior ¢ Oenkom SPAl pasHbIMEI
ctpyktypHbiMu nomeHamu. CRY1 mocpeactBom
CCE-nmomena B3ammopeiicteyer ¢ WD40-gome-
HoM Oenka SPAIl. Takoe B3amMmopmeicTBHe TIpU-
BOOUT K ocnabneHuio cBs3piBanus SPA1 ¢ COP1
¢ TIocnenylomeil muccoumanueil M GU3MIeCKUM
pasgeneHueM OelkoB. B pesynbrare moaabiisi-
ercss COP1/SPA-nurasHast akTUBHOCTh M CTa0u-
JIM3UpYyeTCs TpaHCKpUIIIIMOHHBIN ¢dakTtop HYS,
peryaupylomuii poct runokoruas [87, 94, 95].
B nporuBononoxHocTh 3ToMy N-KoHLeBoii PHR-
momeH CRY2 B3ammoneiicTByer ¢ N-KOHIIEBBIM
MOIMOOHBIM KMHa3e noMeHoM SPAI, uTto ycumm-
BaeT COP1—SPA-B3auMOneiiCTBUsI M IIOBBIIIACT
CTaOMIBHOCTh KOMILIEKCa. B 3ToM cocTostHuu
COP1/SPA1 E3-yOuMKBUTHMHIMIAa3HAsI aKTUBHOCTH

5*
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Puc. 4. Monenb uHakKTUBaLMM YOUKBUTUHIMUTa3HOM akTuBHOCTU COP1/SPA-KOMILIEKCA, BOBIEKAEMOTO B Ierpajalivio TpaH-
CKPUTIIIMOHHBIX (hakTopoB (transcription factors, TFs). @otoaktuBupoBanHbiii CRY2 B onuromepHoM dhochopuiimpoBaHHOM
coctosiHuu kKoHkypupyeT ¢ TFs 3a cBsasbiBanue ¢ COP1 B kommiiekce COP1/SPA u BoitecHsieT TFs 13 koMmruiekca ¢ rocienyto-
et ux crabunusauuei u yuactuem B akcripeccun LRGs; Av — ¢poToH cuHero cBeTa

TakKe yMEHbIIaeTcsl, W IOocJenytonias cTabuim-
3alusl TpaHCKpuruuoHHoro ¢gaxkropa CO obec-
MeYyrBaeT MHUILIMALIMIO UM (hOTOIEPUOINYECKOTO
ueteHust [96]. Bormpoc o ToMm, Kak B TOYHOCTH
B3aumoneiicteue CRY2 ¢ 6enkoM SPAI1 uHIuou-
pyer aktuBHOocTb COPI1/SPA-koMIuiekca, ocra-
€TCSl HEpeIIEHHBIM.

ITomumo B3aumopeiicTBust ¢ Oenkamu SPA,
CRYs C-KOHLIEBBIMM JOMEHAMW MOTYT Harmpsi-
Myto B3auMmogpeiictBoBath ¢ COP1 [82, 83], mpu-
yéM CRY1—COPI-B3aumoneiicTBue 3aBUCHUT OT
SPA-6enkoB, torna kak CRY2—COPI-B3aumMo-
neicTBue oT HUX He 3aBUcHUT [97]. Kak rmponeMoH-
CTPUPOBAHO B HENABHUX HCCAENOBaHUSX, (OTO-
aktTuBupoBaHHbli CRY2 unaktuBupyer COP1/
SPA-koMIJIeKC TIyTéM KOHKYPEHTHOTO BBLITECHE-
Hus cyoctparoB COPI1, a uMeHHO, TpaHCKpHUII-
LIMOHHBIX (haKTOPOB, KOTOPbIEC B3aMOIEUCTBYIOT
¢ WD40-nomenom COP1 [84, 98, 99]. DToT Mexa-
HU3M OCHOBaH Ha ToM, uTo cTpykKTypbl CRY2 n
cyocrpatoB COP1 comepxat KoOHcepBaTHBHBIM
Val-Pro (VP)-nentun. Kak cremyer M3 aHanusa
kpucramnuueckux crpykryp COP1 ¢ VP-copep-
xKamumu nentuaamMu 1 WD40-gomena COP1 ¢
VP-conepxamum nentugom CRY2, CRY2 u cy0-
ctpatel COP1 B3aumopeiictByor ¢ WD40-mome-
HoM COPI uyepe3 cBoum cooTBeTcTBywOIIMEe VP-
MenTUAbl U MOTYT KOHKYpUPOBATh 3a CBSI3bIBa-
HUEe ¢ ofHUM U TeM ke noMmeHoMm COP1 [98]. DTt
JNAaHHBIC TOATBEPXKIAIOT MEXaHU3M, B COOTBET-
cTBUU ¢ KoTopbiM nHakTuBauus COP1/SPA-kom-
riekca potoakTuBrupoBaHHbIM CRY?2 npoucxonut
B pe3yJbraTe KOHKYPEHTHOTO BBITECHEHUS CYO-
ctpatoB COPI1. ITocnenyroliee HaKOTIJIEHUE TpaH-
CKPUILMOHHBIX (PAKTOPOB MPUBOAUT K aKTUBa-
LMY 9KCIIPECCUU Pearupyroniux Ha CBET TeHOB U
npoieccoB (poroMopdoreHesa pacreHuit (puc. 4).

SAK/IIOYEHHNE

Ycenexu B M3ydeHMU MOJIEKYISIDHBIX OCHOB
CHUTHAJIbHBIX MPOLECCOB, OMOCPEAYEMbBIX KPUIITO-
XpoMaMU Y pacTeHUii, CBsI3aHbl C UIEHTU(DUKA-
1IMeil B mocjieaHee BpeMsl pa3sHOOOpa3HBIX CUI-
HaJbHBIX OEJIKOB, KOTOphIe 00pa3yloT KOMILIEKCHI
¢ (hOTOAKTUBUPOBAHHBIMU OJIMTOMEPaMU KPUITO-
XPOMHBIX MOJIeKy/1. CBeTO3aBUCUMBbIC B3aUMOJIEii-
CTBUS B TaKUX KOMILJIEKCAX U3MEHSIOT aKTUBHOCTD
CUTHAJIbHBIX 0eJIKOB, obecrieunBas npsmyio (CIB-
n PIF-6enku) unm omnocpenoBanHHyio (COP1/
SPA-Genku) peryasluio UMW TpaHCKPUIILIUU
pearupylolmx Ha CBeT T€HOB M MpOoliecCoB (poTo-
MopgoreHeTU4eCcKoro pa3Butust pacteHuii. Hera-
TUBHBIE PETYJISITOPbl KpUNTOXpoMoB, 6enku BIC,
MOTYT OJIOKMpPOBaTh (POTOCEHCOPHBIE MPOLIECCHI,
3amyckaemble (hOTOXMMMYECKUMU TIpeBpalleHMsI-
mu xpomodopa FAD, u nmpenarcTBoBaTh OJUTO-
Mepuzaluu ¢GoToperenTopoB. MexaHU3Mbl Aeki-
ctBus BICs HemaBHO moaTBepKAeHbI KPUCTAJLIN-
yecKoit cTpykTypoii komruiekca BIC2 ¢ PHR-mo-
MeHoM CRY?2. Takke B HeTaBHUX MCCIEIOBaHUSIX
C TpUBJEYEHUEM KpUCTa/Iorpachuyeckoro aHajlu-
3a packpbIT MexaHu3M uHaktuBauuu COP1/SPA-
KOMILJIeKCa, BOBJIEKAaeMOro B JAerpajaluio TpaH-
CKPMITLIMOHHBIX (paKTOpoB. MexaHU3M IofaBiie-
Hus doroaktuBupoBaHHbIM CRY?2 akTuBHOCTH
COP1/SPA-komIuieKca OCHOBaH Ha KOHKYDPEHT-
HOM cBs3bIBaHUM oTopenenTopa ¢ COPl n
BeiTecHeHnn COP1-B3anMmoneiicTBYIOIIUX TpaH-
CKPUITIMOHHBIX (haKTOPOB C MOCJENyIOIIeld MX
crabwimnzanueii. Bmecre ¢ TeM meraim CTPyKTyp-
HBIX OCHOB B3aMMOICHCTBUM KPUIITOXPOMOB B
KOMILJIEKCAX C JIPYTMMU CUTHAJIbHBIMU OejKaMu
oKa He BbIsIBJIeHbl. ElE€ oguH BaxXHbIA BOIPOC,
TPeOYIOIINi MPOSICHEHHUSI, OTHOCUTCS K TUHAMUKE
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KOMIIJIEKCOB KPUITOXPOMOB C B3aMMOAEHCTBYIO-
IIIMMU CUTHAJIbHBIMU OeJIKaMM, a UMEHHO, KaKue
TOYHBIE MeXaHU3Mbl MOTYT OOecIleuMBaTh pery-
Jguo GOPMUPOBAHUSI TaKUX KOMILJIEKCOB U UX
JUCCOLMALIMU, U BTO, MO-BUANMOMY, ITPEACTaBIS-
eT co0oli HauboJiee MpuUBIeKaTeIbHYIO 3a0a4y JIJIsI
JaJbHEUIINX MCCIeTOBaHUMA.

Bkiaan asropos. I'SI. dpaiikuH — KOHILIEII-
1us, aHaau3 MNyOJMKallMii, HallMcaHUEe TEeKCTa;
H.C. benenuknHa — odopmiaeHUEe PYKOMUCU U
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pucyHkoB; A.b. PyOun — o6cyxneHue matepuana
PYKOMNUCH C COaBTOpPaMU.

®unancupoBanue. Pabora BeINIOIHEHA B paM-
KaX Hay4dHOro IpoeKTa roCyaapCTBEHHOIO 3ama-
Husg MI'Y Ne 121032500058-7.

KondaukT untepecoB. ABTOPHI 3asBISIOT 00
OTCYTCTBMY KOH(JIMKTAa MHTEPECOB.

CooOmonenne sTuyeckux Hopm. Hactosias
paboTa He COAEPXUT OINMCAHUSI BBITTOJHEHHBIX
aBTOpaMM WCCJECIOBAHUM C ydyaCTUEM JIIOJIEU U
HCII0JIb30BaHUS JKUBOTHBIX B KaU€CTBE OOBEKTOB.
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MOLECULAR BASES OF SIGNALING PROCESSES REGULATED
BY CRYPTOCHROME SENSORY PHOTORECEPTORS IN PLANTS

Review

G. Ya. Fraikin*, N. S. Belenikina, and A. B. Rubin
Lomonosov Moscow State University, 119991 Moscow, Russia; e-mail: Gfraikin@yandex.ru

The blue-light sensors cryptochromes compose the widespread class of flavoprotein photoreceptors, regu-
lating in plants signaling processes underlying their development, growth, and metabolism. In several algae
cryptochromes may act not only as sensory photoreceptors but also as photolyases, catalyzing the repair of
UV-induced DNA lesions. Cryptochromes bind FAD as the chromophore in the photolyase homologous
region (PHR) domain and contain the cryptochrome C-terminal extension (CCE), which lacks in photo-
lyases. Photosensory process in cryptochrome is initiated by photochemical chromophore conversions, in-
cluding the formation of FAD redox forms. In a state with the chromophore reduced to neutral radical
(FADH"), photoreceptory protein undergoes phosphorylation, conformational changes, and disengage-
ment of the PHR domain and CCE with the subsequent formation of oligomers of cryptochrome molecules.
Photooligomerization is a structural basis of functional activity of cryptochromes, which determines the
formation of their complexes with variety of signaling proteins, including transcriptional factors and tran-
scription regulators. Interactions in such complexes change the protein signaling activity, leading to gene
expression regulation and plant photomorphogenesis. In recent years, multiple papers, reporting novel,
more detailed information about molecular mechanisms of above-mentioned processes were published.
The present review largely focuses on the analysis of data contained in these publications, particularly re-
garding structural aspects of cryptochrome transitions into photoactivated states and regulatory signaling
processes mediated by cryptochrome photoreceptors in plants.

Keywords: cryptochrome photoreceptors, FAD chromophore, photosensory process, photo oligomerization, signaling
proteins and mechanisms, light-responsive gene regulation
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