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CeHcopbl CUMHETO CBeTa, KPUIITOXPOMBI, COCTABJSIOT IIMPOKO PACHPOCTPAHEHHBII Kilacc (iaBonpoTeu-
HOBBIX (POTOpPELIENTOPOB, KOTOPBIC Y pACTEHU PETYJIUPYIOT CUTHAJIbHBIE TPOIIECCHI, JiexkKalle B OCHO-
BE MX pa3BUTHS, pOCTa U MeTabosu3Ma. Y HEKOTOPBIX BOAOPOCIEH KPUINTOXPOMBI MOTYT NIeiCTBOBAaTh
HE TOJIbKO KaK CEHCOpHbIe (hOTOPELeNnTOPhl, HO TakxXe Kak (hOToaMa3bl, KaTAIM3UPYIOLIUE pernapanunio
Y®-unnynmpoBanHbix noBpexaeHuit JTHK. Kpunroxpomsl cBs3biBaloT B KauecTBe xpomodopa FAD
B roMoJiorndHoM ¢dotonmase moMmeHe (photolyase homologous region, PHR) u comepxar C-koHueBoe
yuinHeHue (cryptochrome C-terminal extension, CCE), orcyrctByoniee y ¢otonnas. PoToceHCOPHBIi
Mpolecc B KPUNTOXPOME MHULIMUPYETCS] (POTOXUMUYECKUMHU TIpeBpallleHUsIMU XpoModopa, BKITOYa0-
muMu odpaszoBanue penokc-dopMm FAD. B cocTossHuu ¢ BoccTaHOBIGHHBIM 10 HEHTPaJIbHOTO paauKaia
xpoMmodopom (FADH*®) dhotopenienitopHblii 6e10K noasepraeTcs ¢hochopuinpoBaHmio, KOH(GOpMaIlIMOH-
HOMY m3MeHeHnIo 1 pa3obmennio PHR-gomena n CCE ¢ nocaenyrommm ¢dopMupoBaHEM OJUTOMEPOB
KPUIITOXPOMHBIX MoJiekyil. DoTtoonmuromepusanusi — CTpYKTYpHasi OCHOBa (DYHKIIMOHATbHON aKTUBHO-
CTU KPUNTOXPOMOB, oIpeaeisioiias GopMUpOBaHUE UX KOMIUIEKCOB C Pa3HOOOPa3HBIMU CUTHAIbHBIMU
OenKaMu, BKJIIOYasl TPAHCKPUITIIMOHHBIC (haKTOpPbl U PETYIATOpbl TpaHCKpUNIMU. B3auMopeiicTBus B
TaKUX KOMILJIEKCAaX U3MEHSIIOT aKTUBHOCTbh CUTHAJIbHBIX OEJIKOB, UTO MPUBOAUT K PETYJISILIUN 9KCTIPECCUUN
reHoB u ¢oToMopdoreHe3y pacteHuii. B mocienHee BpeMst onmy0JIMKOBaAaHO MHOTO paboT ¢ HOBOI, OoJjiee
JeTabHOM MH(OpMAaIIeil 0 MOJIEKYJISIPHBIX MeXaHU3MaX OTMEUYEHHBIX BhIlIE TIpolieccoB. B HacTosieMm
0030pe OCHOBHOE BHMMAaHME COCPENOTOUECHO HA aHAJIM3E JaHHBIX 3TUX MyOIMKaIMii, 0COOEHHO Kacalo-
LIUXCSI CTPYKTYPHBIX acMeKTOB Mepexona KPUNToXpoMoB B (hOTOAKTUBUPOBAHHOE COCTOSIHUE U PeryJisi-
TOPHBIX CUTHAJIbHBIX MIPOIIECCOB, OTIOCPEAYEMBIX KPUIITOXPOMHBIMU (DOTOpPEIIENTOPAMHU Y PACTCHUIA.

KJIFOUYEBBIE CJIOBA: doropenentopsl kpuntoxpoMsl, FAD-xpomodop, dhoToceHcopHBIit Tpotiece, GoTo-
OJINTOMEPU3ALMS, CUTHAJIBHBIC OCJIKM U MEXaHU3MbI, PEryJisILMs pearupyolinux Ha CBET FEHOB.
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BBEJIEHUE COJIHLIA — KJIIOUE€BOI CTUMYJT OKPY>KAIOIIEe Cpelibl,

KOTOPBIA BOCIPUHHUMAETCSI MHOTOYUCIEHHBIMU

Cser YO, Bunumoii u ommkHeit MK-o0ma- opraHumamamu u3 BceX LAPCTB KU3HU. JIJIsT meTek-
creit (290—800 HM) 271€KTPOMAarHUTHOIO CIEKTpa TUPOBAHUSI CBETOBBIX CTUMYJIOB XUBBIE CUCTEMBI

[punsareie cokpamenus: (6-4)PP — pyrimidine 6-4 pyrimidone photoproduct, mupumunuH (6-4) MMPUMUIOHOBBIM HOTO-
nponykT; BICs — blue light inhibitors of CRYSs, 3aBucuMBIE OT CHHETO CBETa MHTMOUTOPBI KpUTITOXpoMoB pacteHuii; CCE —
cryptochrome C-terminal extension, C-koHueBoe ymiuHeHue kpurnroxpoma; CIB — CRY-interacting bHLH; CO — CONSTANS,
TpaHCKpuIMoHHBIN pakTop; COP1/SPA — (constitutive photomorphogenic 1)/(suppressor of PHYA-105 1) E3 ubiquitin ligase
complex, KoMIuieKc 6eKoB ¢ akTUBHOCThIO E3-youkButuniurassl; CPD — cyclobutane pyrimidine dimer, HuKJ100yTaHOBbIM 1~
pumuanHOBBIN mumep; CPF — cryptochrome/photolyase family proteins, 6eku cemeiictBa KpuntoxpoMoB/doronmuas; CPH1 —
Chlamydomonas photolyase homologous 1, plant-like pCRY protein, momo6HbIif KpunToxpoMam pacteHuit 6enok Chlamydomonas
reinhardtii; CraCRY — animal-like aCRY protein, nmomoOHbIii KpuntoxpomaMm XUBOTHbIX Oenok C. reinhardtii; CRYs (CRY1/
CRY?2) — cryptochromes, kpuntoxpomsl pacteHuit; LRGs — light-responsive genes, pearnpytomue Ha cBeT reHbl; PHR — photolyase
homologous region, romosiornyHasi ¢poronnase oonactb; PIFs — phytochrome-interacting factors, B3aumozneiicTByioiue ¢ (puto-
xpoMoM (dakTopsl (peryasitopsl TpaHckpunium); PPKs — photoregulatory protein kinases, doTtoperyissTopHble MPOTEeUHKUHA3bI.

* Anpecar JUisl KOpPEeCMOHASHIIVH.
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pa3BWIM PO CIEUATU3UPOBAHHBIX CEHCOPHBIX
doropenentopos [1—11], KoTopble KOHBEPTUPYIOT
(pusmyeckuii curHaa B OMOXMMUYECKUE CUTHATb-
Hble KacKalbl C TOCIEnyIIUMU (POTOOMOIOrU-
YEeCKMMU OTBETaMU. DTO TO3BOJISIET OpraHM3MaMm
pearupoBaTh Ha (QUIyKTyallud MHOTHX TapaMeT-
POB CBETa W aAalTHPOBATLCS B YCIOBUSIX CPEIbI
obutaHusi. CeHcopHble (hOTOPELIENTOPHBIE Oel-
K/ OOBIYHO COMEpPXKAT MOJEKYJbl XpOMO(OpPOB,
YYBCTBUTEIbHBIX K (DOTOHAM pasHOM BSHEPruu.
ITornomenue poroHa xpomodopoM GoTopelen-
TOpa B aJalTUPOBAHHOM K TEMHOTE COCTOSIHUU
WHULUUPYET Cepuio (HOTOXUMUYECKMX PeakIIuii
(hboTOLIMKIT), COMTPOBOXKIAIOILIMXCS TepexoaoM (o-
TOpeLenTopa U3 «TeMHOBOTr0» (HEaKTMBHOTO) CO-
CTOSIHUS B aIalITUPOBAHHOE K CBETY, UM «CUTHAJTb-
HOe» KOH(MOopMalIMOHHOE cocTostHUe. Takoii mepe-
XOJl 03HavyaeT (oToaKTUBAIIMIO (poTOpelienTOpa.

PacteHus ¢ Hanbosiee pa3BUTBIMU CUCTEMaMU
BOCIIPUSITUSI CBETa, OTBETCTBEHHBIMU 3a Pa3HO-
oOpasHble (POTOOTBETHI, 00J1a1aI0T OOJbIIUM YKC-
JIOM PeTYJISITOPHBIX CEHCOPHBIX (hOTOPELIETITOPOB,
KOTOpbIE, UMesl Pa3Hyl0 CMEKTPaJbHYIO YyBCTBU-
TeJTbHOCTb, BMECTEe KOHTPOJMPYIOT BCe 00JacTu
COJTHEYHOTOo onTuyeckoro criekrpa [12—20]. Mox-
HO TakXe OTMETUTb, YTO PACTUTENIbHBIE (HOTO-
pelienTopbl (YHKIIMOHAIBHO B3aMMOCBSI3aHbl B
3arycke MporpaMM pa3BUTUSI PacTeHUM M KOOp-
JUHALMU LIUPKAJAHBIX PUTMOB MX (PU3UOJIOTHYE-
CKUX (PYHKIIMIA C CYTOYHBIM COJTHEYHBIM LIMKIIOM.
OTU CceHCOpHBbIe (POTOpPEeLEenTOPbl HA OCHOBAHUU
KOHKPETHOU MPUPOAL U (POTOLMKIA XpOMO(dO-
pa TMoApasfensiioTcsl Ha HECKOJbKO pasjiny-
HbIX KJlaccoB. K HUM oTHoOcCSATCS (DUTOXpOMBI —
CEHCOpbl KpacHOTro/majJibHEro KpacHOTO CBeTa
(600—750 um) [21, 22], kpunToxpombl |14, 23],
(ororporuusl U npyrue Oenku: Light-Oxygen-
Voltage (LOV) — ceHcopsl yasTpaduonera A-00-
mactu (Y®A)/cunero csera (320—400 nm/400—
500 um) [24], a takke 6enok UV RESISTANCE
LOCUS 8 (UVR8) — ceHcop ¢OoTOHOB yabTpaduo-
jgera B-ob6nactu (YDB, 290—-320 um) [25, 26]. 3a
uckmoueHuem o6enka UVRS, koTopwlii He coaep-
KUT cIlelMajbHOro xpoModopa, Kaxablii (oTo-
peuLenTop MOXET ObITh (PYHKIIMOHATBHO pa3aeiéH
Ha (OTOCEHCOPHBII MOMY/Ib, COAEPXKAIIMNA XPO-
Modop 1 obecrieurBaloIIMii OMIONIEHE CBEeTa, U
3 HEKTOPHBIN (CUTHAJIBHBIN) MOIY/b, OITOCPETY-
IO TPAHCAYKUMIO CUTHaNIa U (DOTOOMOI0orMYe-
ckuit orBeT. DUTOXPOMBI CBSA3BIBAIOT OMJIMHOBBIC
xpomodopsl [27], a peuenTopbl CUHEro cBeTa —
(bnaBHOBBIE XpOMOGOPHI; KPUNITOXPOMbBI B Kade-
cTBe XpoModopa cBs3biBatoT FAD [1].

Y kpunrtoxpomoB pacteHuii (CRYs) FAD
MOXET CYILIECTBOBAaTh B UETHIPEX pemoKc-dop-
Max: MOJIHOCTbIO oOKucieHHoi dopme (FAD),
aHuoH-pagukanbHoil (FAD®™), HeliTpalbHOI pa-
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Puc. 1. A6cop6umonHbIe criekTphl penokc-popm FAD-xpo-
Modopa KpUIITOXPOMOB

nukanbHoii (FADH®) 1 aHMOH-BOCCTaHOBJIEHHOM
(FADH") (puc. 1).

Bce penokc-dopmber FAD umMeror B crek-
Tpax IIONJIOLIEHUsST MakKCUMyM B oOjlactu YDA
npu 360—370 um, npuuém y FADH™ makcumym
B 3TO 00JIACTU €IMHCTBEHHBIN. Y OKMCIeHHOM
¢opmbl FAD u anmoH-pagukana FAD°®~ mak-
CUMYMBI pacIIOJIOXEeHbl TakXke B CUHel o0jacTu
(400—500 uM). ¥ FADH® MakcMMyMbl CHUJIBHO
CABUHYTHI B 3€JIEHYIO U KPAaCHYIO 00JacTU CIeK-
Tpa Mexay 500 m 650 HM; 5TO NMPUHLMMUAL-
HO€ OTJIMYUe HEeUTpalibHOro pagukana or FAD u
FAD*~ [28, 29]. IlpuBenéHHble JaHHbIE MTOKa3bl-
BalOT, YTO Kaxnas penokc-gopma FAD xapak-
TepusyeTcs crneuupuIecKUMM MaKCMMyMaMHu B
CHEKTpax IONIOIIeHUs, U MO3TOMY abcopOru-
OHHBbIE CHEKTPHl IPEIOCTABASIOT BaxKHYIO MH-
(opmaiuio o penoKc-cocTosIHUSIX XpoModopa B
KPUIITOXPOMHBIX OeIKax.

ITepBoiit kpuntoxpom (cryptochrome, CRY1)
ObLT OTKPHIT Y pacteHust Arabidopsis thaliana [30],
1 OBLJIO YCTAHOBJIEHO, YTO 3TOT OEJIOK, KOAUpYye-
MbIii reHom LONG HYPOCOTYL 4 (HY4), romo-
nornueH JJHK-¢poTonmazam — cBeTOUYyBCTBUTEb-
HbIM (epMeHTaM pelapanuy MOBPEXIEHHOMN
YO-uznyuenuem JHK. benok HY4, kak u ¢poTo-
Juasbl, comepxal FAD, HO y Hero oTCyTCTBO-
Bana JIHK-pemapupyomas ¢depMeHTaTUBHas
aKTUBHOCTb (potonuas [31], U OH MPOSABISIN pe-
TYJISITOPHBIE CBOICTBA CEHCOPHOro (oTtoperern-
Topa. Uepe3 HecKoONbKO JeT y A. thaliana vaeH-
TuduMpoBann BTopoil kpurntoxpom (CRY?2), a
y Drosophila melanogaster OTKpbUIM €11I€ OMWH TUIT
kpuntoxpoma — dCRY [32]. B HacTosiiee BpeMst
KPUIITOXPOMBI HaliieHbl BO BceX OMOJIorhye-
CKMX LIApCTBaX U OMPENESIOTCS Ha OCHOBE CXO-
Keil JBYXIOMEHHOI CTPYKTYpBI, BKJIIOYAIOIIEH
N-xoH1IeBOi1 0/B-mOMeH, comepXalluili [3-JucT,
n C-KOHIIEBOI O-CIIMpaJibHBIA JOMEH, CBSI3bI-
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Baowuii xpoMogop FAD. B coBokymHOCTH OHU
COCTaBJSIIOT KOHCEPBAaTMBHYIO TOMOJIOTMYHYIO
¢otonuaze obOnactb (photolyase homologous
region, PHR), Ha3bsiBaemyto Takxe PHR-mome-
HOM, KOTOpbIii cocTouT u3 npumepHo 500 ocrat-
KOB. JIOTIOJHUTEIBbHO CTPYKTypa KPUIITOXPO-
MoB BKJtoyaeT C-koHueBoe ymauHeHue (CRY
C-terminal extension, CCE), Ha3bIBaeMO€ TakKxe
CCE-nomenom (y CRYI1 u CRY2 oH cocTouT u3
180 u 110 ocTaTKOB COOTBETCTBEHHO, a y (hOTO-
a3 otcyTcTByeT) [33, 34].

BonbIMHCTBO KPUNITOXPOMOB JIEUCTBYIOT KaK
PETYJISITOPHI SKCIPECCUM TeHOB, 0COOEHHO TpaH-
ckpuriuu [23, 35]. U3 nByx CRYs CRY1 ¢yHK-
LIMOHUPYET U B SApe, U B LIMTOIJIa3Me, TOraa Kak
CRY2, no-BuauMomy, UCKIIOUUTEIbHO SIACPHBIN
0e0K, KOTOpBIiA 3aBepllaeT CBOW ITOCTTpaHC-
JSLMOHHBIN 1K B siape [36, 37]. ¥V pacteHuii
KPUMTOXPOMBI PETYIUPYIOT MHOXECTBO (OTO-
OTBETOB, B TOM UYMCJIe TAKUX, KaK TPAHCKPUIILIUS
reHOMOB, UHIMOMPOBAHUE BHITATUBAHUS TUTTOKO-
TWJIS, U30eXkaHue TeHU, IUPKaIHbIe PUTMbI, UHU-
IMaluusl 1BETCHMSI, TMPOrpaMMUpOBaHHAs Kie-
TOYHAsi CMEPTh U CBETO3aBUCUMBIN cTpecc [23].
Kpome Toro, CRYs moryr BoBjeKaTbCsl B Mar-
HuTopeuenuuio [38], Kak 3TO MOoKa3aHO B OTHO-
IIEeHUU KPUITOXPOMOB APYrux opraHuszmoB [39].
Xotss CRYs MoryT He3aBUCUMO peryiupoBaTh
¢oToMopporeHes, ornocpenoBaHHbIE UMU OTBETHI
YacTO aHTarOHMWCTUYECKU WJIM U30BITOYHO pery-
JIMPYIOTCSI C BOBJIEYEHUEM APYTUX (hOTOPELETTO-
poB, a umeHHo ¢utoxpomoB, UVRE u LOV-6en-
KOB. DTO OOBSICHSIETCS TE€M, YTO KPUNTOXPOMBI
WHAYLUMPYIOT OTBETHl HA CUHUIA CBET MyTEM B3au-
MOJICHICTBUSI CO MHOTMMM CHUTHAJIbHBIMU OejKa-
MM, HEKOTOpBIE M3 KOTOPBIX MOTYT B3aMMOIEi-
CTBOBATh U C OTMEYEHHBIMU (POTOPELIENTOPHBIMU
OelKaMu, BCJEACTBUE YEro MOXKET M3MEHMTHCS
(TTO3UTUBHO WM HEraTuBHO) 3(M@PEKTUBHOCTD
CUTHAJIbHBIX MpoleccoB, 3anmyckaeMbix CRYs [11].

B nmocnenHee necaTuaeTe KpUITOXPOMBI TaK-
K€ IIIMPOKO M3Yy4YalroTcs Yy 3€JIEHBIX BOTOPOCIEH,
colep:Kallux MoA0OHbIE PACTEHUSIM U TMOMOOHbIE
SKUBOTHBIM THUIIbI KPUIITOXPOMOB, KOTOpbIE TPU-
HaJJIeXar K ceMeiCTBY KpUNTOXpPOMOB/(OToNIMNA3
(cryptochrome/photolyase family, CPF). Hekoro-
pble KPUIITOXPOMBI BOAOPOCHEH OTIMYAIOTCS OT
KPUIITOXPOMOB BBICIIIMX PACTEHUII TEM, UTO TPO-
ABJISAIOT OU(YHKIIMOHATIbHBIE CBOMCTBA, NEMCTBYS
M KaK TPaHCKPUMIMOHHBIE PEryIsITOpPbl, U Kak
JAHK-¢otonuassl. Kpome Toro, atu Kpumnroxpo-
Mbl MOTYT pearupoBaTh Ha CBET U OIOCPENOBAaTh
(boToOTBETHI BomOpOCIelt B Oosee MUPOKOi oba-
ctu criektpa, yemM CRYs, a uMeHHO B auarna3zoHe
500—650 um [40].

ITo coBpeMeHHBIM TIpeAcTaBIECHUSIM, (HOTO-
CEHCOPHBIE TPOILECCHl B KPUITOXPOMAX WHUIIM-
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UpYIOTCS  (POTOXMMUYECKMMU TIpEeBpalleHUSIMU
FAD-xpomodopa, KoTopble MHIYLUMPYIOT U3Me-
HEHMS B XpOMO(DOP-0ETKOBBIX B3aUMOAEUCTBUSIX.
BosHukawine KoH(pOpMallMOHHbBIE TEPEXOabl
B CTpPYKType Oejika, HEINOCPEACTBEHHO OKpY-
>Karolero XxpoModop, pacrnpoCcTPaHsIOTCS BHYT-
pu dortopenenTopa, MPUBOASL K pPa3zoOIIEHUIO
PHR- u CCE-goMeHOB, 4TO COMNpPOBOXKIAETCS
(opMupoBaHUEM OJMTOMEPOB KPUMITOXPOMHBIX
Mosiekys [41]. B 2TOM COCTOSIHUM KPUIITOXPOMBI
bochopunupyrorcsi HOTOPEryaaTOPHBIMUA TIPO-
TeHKrMHa3zamu (photoregulatory protein kinases,
PPKSs), ctaHoBSITCS (DyHKIIMOHAJIBHO aKTUBHBIMU
1 00pasyloT KOMIIJIEKChI CO MHOTYMU CUTHAJIbHbI-
MM OeJIKaMu, BKJI04asi TPaHCKPUIIIMOHHBIE (haK-
TOPBI U PETYJISITOPbI 9KCTIPECCUU Te€HOB. 3aBUCH-
Mble OT CMHEro CBeTa B3aUMOJEHCTBUS B TaKUX
KOMILJIEKCaX BbI3bIBAIOT M3MEHEHUE aKTUBHOCTHU
CUTHAJIbHBIX OEJIKOB, OIpeessIollee X Crnocoo-
HOCTb PEeryJupoBaTh 3KCIPECCUI0 Pearupyrommx
Ha cBeT reHoB (light-responsive genes, LRGs) [11].

OTMedeHHbIE ITPOLIECCHl COCTABJISIIOT MOJIEKY-
JISPHYI0 OCHOBY CHUTHAJIbHOM aKTMBHOCTU KPWII-
TOXPOMOB B (pOoTOMOP(OreHeTUUeCKOM Pa3BUTUU
pacteHuii. B HacTosieMm o0030pe pacCMOTpPEHbI
M TIpOaHaJU3UPOBaHbl HeJaBHUE AaHHBIE, TOY-
YeHHbIE TIPY U3YYEHUN CUTHAIbHBIX MEXaHU3MOB
(boToperyISITOPHBIX TMPOLECCOB, OMOCPENYyEeMBbIX
3TUMU (poTOpelenToOpaMu.

BEJIKH CPF:
OBIIIAA XAPAKTEPUCTUKA

I'eHbl POACTBEHHBIX KPUMNTOXPOMaM OEIKOB
HaiileHbl B TeHOMaX MHOTMX OpPraHU3MOB U3 pa3-
HbBIX (PUIOTEHETUYECKHUX IPYII — OaKTepHii, BOIO-
pociieii, rpuboB u XUBOTHBIX [1, 40, 42, 43]. Bce
KPUIITOXPOMHBIE OEJNKU OOBEAMHSIET 3HAUYMTE/Ib-
HOE CTPYKTYpHOE CXOICTBO ¢ (hoTojMa3zamu, KO-
Tophle coaepxaTr kodakrop FAD B 0CHOBHOM coO-
crossHuu B popme FADH™. B ¢poToBo30y:XknE¢HHOM
coctosstHun FADH™ HenocpeacTBEHHO BOBJIEKAET-
Ccs1 B pernapaluio AByX rmaBHbIX YD-UHIYyUUPOBaH-
HbIX noBpexaeHuit JJHK — 1ukio00yTaHOBBIX TH-
PUMUAMHOBBLIX nuMepoB (cyclobutane pyrimidine
dimers, CPDs) u nupumuauns (6-4) mUpUMHIOHO-
BbIX (hoTonponykToB (pyrimidine (6-4) pyrimidone
photoproducts, 6-4PPs). ®epMeHTbI, pernapupyo-
mme CPDs mwim 6-4PPs, Ha3zBaHBI COOTBETCTBEHHO
CPD-dotonmuazamu uinu (6-4)-potonuazamu [44].
KBaHTtoBbIlt Bbixon ¢dortopenapauuu CPD-doro-
JiMa3zaMu 3HAYUTEIbHO MPEBBIIIACT KBAHTOBBII
BbIXo# (oropemnapaunu (6-4)-goronrazaMu, He-
CMOTpPSl Ha CXOJCTBO CTPYKTYp JBYX TUIOB (ep-
MEHTOB M TIEPBUYHON (OTOXUMUM UX hIaBU-
HOBOTO KoO(akTopa. DTO OOBSCHSETCS TeM, 4YTO
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dotopenapanusg 6-4PP — Gonee cioxHas peak-
uus, yem ¢oropenapauus CPD (nmoagpobHee 3TOT
BOIPOC paccCMaTpUBAETCs B CJAEIYIOIIEM pa3iese).

[TpuHATO CUMTATh, YTO KPUIITOXPOMBI 3BOJIIO-
LMOHUPOBAIU OT (POTOIMA3ZHOTO MPEAIIECTBEH-
Huka. [ToaTBepXaeHUEM OOIIMX 3BOJIOLMOHHBIX
KOpHeil (oToMa3 U KpUNTOXPOMOB MOXET CIy-
>KUTh OTKPBITHE Y TPUOOB, TUATOM U 3€JEHBIX BO-
nopocieit 6enkoB ¢ nBoiiHoi ¢yHkumein — JHK-
penapupytouieil u peryastopHoii [10, 40, 45—47].
BoJIbIIMHCTBO KPUMNITOXPOMOB HE CITIOCOOHBI KaTa-
nusuponath ¢otopenapaunio JHK. OgHako oT-
JeIbHbIE UX TIPENCTaBUTENN, OTHOCSIIMECS K Oel-
kam CPF, coxpansitoT 3Ty cnocodHocTbh. CorjiacHO
COBPEMEHHOI (uIoreHeTUYecKoi u (QyHKIIUO-
HajnbHOU Kinaccudukauuu [10, 43], 6enku CPF
MoApa3AesIloTcs Ha 4eThipe Kiacca. Cpenu HuUx
OTMETUM JIBA OCHOBHBIX: PACTUTEIbHbIC KPUIITO-
xpombl (CRYs) u mono6Hbie uM Oenku (plant-like
CRYs, pCRYs) 1 KpUnNTOXpOMBI XKMBOTHBIX U CXO-
xxue ¢ HumMu Oenku (animal-like CRYs, aCRYs).
Kpunroxpombl pacTeHuil M 3eJE€HBIX BOAOPOC-
neit, Hanpumep, pCRY Chlamydomonas reinhardtii
(Chlamydomonas photolyase homologous 1, CPHI),
JNEWCTBYIOT B OCHOBHOM KaK CEHCOpHBIe (OTO-
pelLenTophl, TOTIAa KakK KPUITOXPOMbI >KMBOTHBIX
MOTYT BBINOJHATh PYHKIIMMU b0 poToperenTo-
poB (tum I), 1Mb0 He pearupyrolMX Ha CBET pe-
TYJISTOPOB LMpKaaHbIX puTMOB (Tum II). Kpunro-
XpoMbl Turma | HaiineHbl y HACEKOMBIX (MX MPOTO-
TUMOM cuMTaeTcss Kpuntoxpom apozopuisl dCRY),
a KpunroxpoMmbl tuna Il — y miekonmuTamoImx.
Jpyroii TUI KpUITOXPOMOB WAEHTUGMHULIMPOBAH
y TITUIL, PbIO, 3€MHOBOJIHBIX U TPECMbIKAIOIINX-
cs; 3t Oenku copepxxat FAD u ¢otoxumuye-
cku akTtuBHBI [48]. Heckosbko OenkoB aCRYs
00HapyXeHO BHE 11apCTBA XKMBOTHBIX — IJIABHBIM
o0pa3oM Yy (POTOCUHTE3UPYIOIIUX BOIOPOCIEA.
3enéHas Bogopocnb C. reinhardtii conepXuT TTIOMU-
Mo 6enka pCRY (CPHI1) 6enok aCRY (CraCRY),
Kotopbiii Ha 40—50% romMonoTHYEH IO MOCIea0-
BaTeJbHOCTU OenkaMm aCRYs u3 3en€Hoit Bomopoc-
nu Ostreococcus tauri 1 guatoMmbl Phaeodactylum
tricornutum. DT KPUIITOXPOMBI BOIOpOCIEH sIB-
JISIIOTCS.  OM(PYHKIIMOHAIbHBIMU OelKaMu, Mpo-
SIBJISIIOIIIMMU aKTUBHOCTD (6-4)-(oTonuasbl u (hyHK-
LIMIO PETYJISITOPOB 3KCIpeccuu reHoB. MHTepec-
HO, 4TO peryiasaTopHas ¢yHkuus oenka CraCRY
BBbISIBJIEHA HE TOJIBKO MPU ACHCTBUM CUHETO CBETA,
nornoiaemoro xpomodopom FAD B okucieHHOM
(opme, HO U TpuU AEMCTBUM KPACHOTO CBeTa, 1MO-
roiaemoro FADH® [40].

IToutu Bce 6enku CPF monBepraioTcs cBeTO-
WHAYUMPOBAHHOMN peaklnu, Ha3blBaeMoil GoTo-
aKTHUBAIlMEN, B KOTOPOH (DYHKIIMOHAIBHO Heak-
TuBHBI FAD 1nipy poToBO30YXKI€HUU OTpHIBAET
BJIEKTPOH OT coceaHero TpunrodaHa. B BoccTa-

®PANKWH u np.

HOBJIEHHOM COCTOSIHUM (PIaBUHOBBIN xpomodop
JIMOO MHULIMMPYET TpaHcayKiuio curHaina (FADH®),
JIM0O Tociie TIOCHIENYIOIEro MOomIoeHusT (POToHa
katanusupyeT penapauuio JJTHK (FADH™). Bbi-
CTpBI TIEPEHOC 3JIEKTPOHA C TTOBEPXHOCTU OeJiKa
Ha FAD oGecrnieunBaeTcs KOHCEpBAaTUBHOI Tpua-
npoit TpunrtodanoB (Trp-Tpuaga). DTOT BHYTpHU-
MOJIEKYJISIDHBII MYTh MepeHoca 3JAeKTpOoHa yIIu-
Hsietcss y CraCRY M KpuUNTOXPOMOB KMBOTHBIX
tuna I (Hanpumep, dCRY) 3a cué€tr uyerBEpToro
apoMaTtuueckoro ocrtarka [49, 50] — Tupo3uHa
(CraCRY) vmu tpunrogana (dCRY). YuimHEHHBIH
BJIEKTPOH-TPAHCIIOPTHBIN MYyTh BaXX€H HE TOJb-
KO I peakuuit doroBoccTaHoBieHus FAD vy
oenkoB aCRY, HO u w11 (PYHKUMOHUPOBAHUS
(6-4)-doronmas.

VY CRYs (poroBoccraHoBienue FAD BbI3bIBa-
et BoicBoOOXneHne CCE-nomeHa u3 sapa PHR-
nomeHa, ¢ KotopbiM CCE ObL1 cUJIBHO CBSI3aH B
temHoTte. B pesynsrate CCE-pomeH nepexomut
B HEYMOPSITOYEHHOE COCTOSIHUE, U €ro JAeCTPYyK-
TypupoBaHHas 4acTh U3 80 OCTaTKOB CTAHOBUTCS
JOCTYITHOM U1 B3aMMOIEMCTBUSI C HEKOTOPBIMU
OenKkaMy — KOMIMOHEHTAaMM CUTHAJIbHBIX MyTei
Kpuntoxpomos. [loaToMy paHee monaraiu, 4To y
CRY1 u CRY2 Ttoabko CCE urpaet pojb 3 dek-
TOpHOTo foMeHa. OHaKO TMOJydeHHbIE B TTOCe-
Hee BpeMs JaHHble O (PU3UYECKOM B3aUMOJAEHi-
CTBUM DPsiia CUTHAIBHBIX 6eKoB ¢ PHR-nomeHOM
5TUX KPMUIITOXPOMOB IIO3BOJISIIOT CUMTATh, YTO
PHR TOX€e MoOXeT BhIMOJIHATH (hyHKIIMIO 3hdek-
TOpHOTO noMeHa [23].

BnepBbie omnpenenéHHas KpucTaJaddecKast
crpykrypa PHR-nomena CRY1 mnposiBasieT yau-
BUTEJILHOE CXOACTBO co cTpykTypoii CPD-doto-
nuassl Escherichia coli, HeCMOTpSI Ha UX DBOJIIOLIU -
OHHYIO OTHAJIEHHOCTh. BMecTe ¢ TeM KpucTaiu-
yeckasl CTPyKTypa pacTUTEIbHOTO KPUITOXpoMa
MOJHOM JJIWMHBI M3-3a TEXHUYECKOW TPYAHOCTHU
KpUCTaIU3auuu Oefka ¢ OOJIbIIIMM BHYTPEHHE
HeynopsinoueHHbIM CCE-1oMeHOM moka He Io-
JygeHa. Y kpunrtoxpoma apozodwisl dCRY co
cpaBHUTeNbHO ManbiM CCE-npoMeHOM yaanoch
OIpPENeNUTh He TOJIbKO KPUCTALIMYECKYIO CTPYK-
TYpy TOJHOM JJIMHBI, HO U €r0 KOMILJIEKCa C CUT-
HaJbHBIM OefKoM. Pe3ynbraThl 3TOro McciaenoBa-
HUS TIPOAEMOHCTPUPOBAIN ILIEHTPAIBHYIO POJIb
FAD-cBsi3bIBaoIero kapmMaHa U (QU3NYECKUX
B3aumoneiictBuit Mexxay PHR- u CCE-nomenamu
B (DYHKIIMOHUPOBAHUM KPUIITOXPOMOB >KUBOT-
HbiX [51]. CyuiecTByeT oO0lee coriacue B TOM,
yto 1 y CRYs cBeTo3aBUCHUMBIE M3MEHEHUSI BO
B3aumoneiictBuu mexay PHR- u CCE-nomenamu
MOTYT OOBSICHUTh (DOTOMHIYIIMPOBAHHBIE KOH-
(opmarmonHbie niepexoabl. OMHAKO KOHKPETHBIE
caiitel B3aumoneiicteus Mexny PHR u CCE emié
MPEACTOUT UACHTUMUILIMPOBATD.

BUOXUMMUSA Tom 88 BBIT. 6 2023
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Kak ormeueHo Bbile, poroaktuBamus CRYs
HauMHaeTCs C MOMIOIIeHUs (hOTOHA CUHErO CBETa
xpomodopoMm FAD u ero ¢poroBOoCCTaHOBIEHUS.
OTO MNPUBOAUT K KOH(POPMALIMOHHBIM M3Me-
HEHUsIM, BbI3bIBalOIIUM pa3zobmeHue PHR- u
CCE-noMeHOB 1 mociieayonuii nepexon (oro-
peuenrtopa u3 KoHdopmaluu ¢ 3akpblThiM CCE-
JIOMEHOM B KoHgopmalno ¢ OoTKpbITbiM CCE-
noMeHoM. Takue H3MEHEHUs COIPOBOXIAIOTCS
dopmupoBanuem oauromepo CRYs, koTopbie
HEOOXOMMMBI 1JIsi 00pa30BaHMUsI MX KOMILIEKCOB
C pa3JIMYHBIMMU CUTHAJILHBIMU OenKkaMu. BzaumMo-
NEeNCTBUS B TAKUX KOMIUIEKCAX U3MEHSIIOT aKTHUB-
HOCTb CUTHaJIbHBIX O€JIKOB, oOecIieuuBasi TeM
caMbIM peryiasguuio umu akcnpeccun LRGs u
MnporpaMM pa3BuTUsl pacTeHuit. [lpu uzyyeHuu
MEePEYMCICHHBIX TPOLECCOB B MOCIEAHUE TOIbI
MOJTyYEHbl HOBBIE PE3yJbTaThl, KOTOPbIE paccMar-
PUBAIOTCS B MOCENYIONIMX pa3aenax.

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

doTroxumMuyecKkre CBOCTBa (hJIABUHOB OTIpe-
NEJSI0TCS  CUCTEMOM  COMPSIKEHHBIX  TBOMHBIX
CB#3ei MX M30aJJIOKCa3uHOBOTO KoJblia. [Tpu mo-
romeHnn poroHa YDA/crHETo cBeTa MPOUCXO-
IUT MepepacnpeneiceHue 3apsaaa B U30aJlJI0KCa3u-
HOBOM KOJIblI€ M UIBMEHEHUE PeloKC-TIOTeHIIMaIa
(bnaBuHa, yTO MHAYLUPYET €ro GOTOXUMUYECKUE
MpeBpallleHrs, BOBJIEKAIOIINE IePeHOC DJeK-
TPOHa/MIpOTOHA U O00Opa3oBaHUE pPaAUKaTbHBIX
dopm [16, 29]. CTpyKTypHOE CXOICTBO MEXIY
PHR-nomeHOM KpuNTOXpOMOB U (hOTOJIMA3aMHu,
0COOEHHO B OEJKOBOM KapMaHe€, CBSI3bIBAIOIIEM
FAD, omnpenenser oOMiA NMPUHIUAIN MX pearu-
pOBaHUSI Ha CBET: Yy 000OUX TUMOB 0EIKOB (HOTO-
WHIYLMPOBAHHOE  BO30yXIeHUEe XxpoModopa
WHULIMMPYET peakiiy nepeHoca anekTpoHa. Om-
HAKO MeXaHU3Mbl (POTOXMMUYECKUX MPOIECCOB
y KPUIITOXPOMOB U (poTosnas (pyHIaMeHTaaIbHO
pas3anMyaTCcs, U 3TO, B YACTHOCTH, BhIpAaXKaeTcs B
penokc-dopmax xpomodopa FAD B xone ero ¢do-
TOLIMKJIOB.

AKTHUBaLMSI CBETOM (POTOIMA3 TMTPOUCXOAUT C
y4yacTUeM JBYX XpOMO(OpPOB — KaTaJUTUYECKO-
ro FADH™ u anteHHoro xpomodopa, ¢pyHKLIUIO
KOTOPOIO y OOJIBIIMHCTBA (pOTOIMA3 BHIITOJHSIOT
5,10-metenunterparuapodonar (5,10-methenyl-
tetrahydrofolate, MTHF) unu 8-ruapoxcugesasa-
¢naBuH (8-hydroxydeazaflavin, 8-HDF). AnteH-
Hble XpOMOMOpPbl MHTEHCUBHO TOIjomanT ¢o-
TOHBI B o0actT YDA 1 1o GusnueckomMy pe3o-
HAHCHOMY MEXaHM3MYy IlepefaloT SHEPTUI0 BO3-
oyxaenuss K FADH™, noBbllasi ero moTeHiuan
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BoccrtaHaBiuBath CPD wim 6-4PP mis mocnie-
nyloleil ux penapanuu @oronuazamu. Benen-
CTBUE IIepeHOCa 3JIEKTPOHA OT BO30YXIEHHOIO
FADH™ k CPD unu 6-4PP 06pa3yiorcst KOMIUIEK-
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, BCJIEACTBUE YETO LIUKI00yTaHO-
BOE€ KOJIBIIO PACIICTUISIETCSl Ha JBa MCXOAHBIX MH-
pumuarHa. OOpaTHBIN NIEPEeHOC U3OBITOYHOTO JIEK-
TpoHa Ha FADH*® BoccTaHaBiuBaeT ero B akKTUB-
Hyo ¢opmy FADH™. Ilo cpaBHeHUIO ¢ pemapa-
uueir CPD penmapauus 6-4PP — Gosee CIIOXHBIM
Mpoiecc. ITO CBI3aHO C TeM, 4TO s (hOpMu-
pOBaHMUSI ABYX HEMOBPEXIEHHBIX MUPUMMUINHOB
aHUOH-pagukan 6-4PP momxeH ObITH MpeaBapu-
TEJIbHO KOHBEPTUPOBAH B APYroil MHTEpMeIuaT —
okceraH [ 16, 29, 52]. CornmacHO JaHHBIM KpUCTaJI-
Jjorpauyeckoro aHaausa CTPYKTYpPbl KOMILJIEKca
PHR-npomena CraCRY c ¢parmenTom JIHK, co-
nepxainuM 6-4PP [53], mexanusm penaparvu JTHK
(6-4)-doTonmaszoii mpenmnosaracT IOIJIOIIEHUE
BTOpOro oToHa Jisl Mepexofa OT MHTepMeauara
OKCeTaHa K JBYM MCXOAHBIM IMTMPUMUINHAM.

BoabIIMHCTBO TaHHBIX 1O (POTOXUMUU KPUII-
TOXpoMOB TojiyyeHo Tipu wusydeHuu CRY1 wu
CRY2 A. thaliana, CPH1 u CraCRY C. reinhardtii
u dCRY D. melanogaster [14, 50, 54—57]. B otnu-
yye oT (oTosnas, 3TU KPUIITOXPOMBI B OCHOB-
HOM cocTosiHuM coaepxxaT FAD B mofgHOCThIO
OKMCJIEHHOU (hopMe U OOBIUHO (32 UCKITIOYEHUEM
CraCRY, KOTOpPBIi TOMOTHUTEILHO BCTPAaUBaeT XpO-
Modop 8-HDF) He cBSI3bIBalOT aHTEHHBI XpOMO-
¢op. Kak crenyeT u3 CTpYKTyp KPMUIITOXPOMOB,
5T0 OOYCJIOBJEHO 3aMElIeHUEM KIIIOUEeBBIX aMU-
HOKMCJIOTHBIX OCTaTKOB B OEJIKOBBIX KapMaHax,
CBSI3BIBAIOIIMX AHTEHHBI XpomModop, 4TO IIpe-
MSITCTBYET €ro Y3HaBaHWIO M BCTPAMBAHUIO.

ITpu uccnenoBanuu CRY1 u CPHI1 ¢ npu-
MEHEHUEM CIIeKTPOCKOINMN BPEMEHHOTO paspe-
mwenust B UK-, YO- u Bugumoii obmactu ycra-
HOBJIEHO, YTO TIOIJIolIeHue ()OTOHA CUHETO CBeTa
xpomodopoM FAD uHmynMpyeTt peakiiuio ero Boc-
CTaHOBJIEHUs B aHMOH-paaukaa (FAD*®™) nocpen-
CTBOM IepeHOca 2JIEKTPOHA OT COCEAHEro ocTaTka
TpunrocaHa — KOMIIOHEHTa KOHCcepBaTUBHOM Trp-
Tpuanbl. CBEpXOBICTPhIE peaKIuy IepeHoca dJIeK-
TpoHa ot Tpuntodana (Trp,H) x FAD u mexny
koHueBbIM TpuntodanoM (Trp;H) u Trp,H nipouc-
xomat 3a 0,4 nic u 31 nc coorBercTBeHHO. POpMU-
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 CIYKUTh PACIOJOXEHHBIN OJIM3KO
K M30aJ/UI0KCa3MHOBOMY KOJbIly (hjlaBMHA OCTaTOK
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acrmaparuHOBOM KUCIOThI. B monb3y atoro mnpen-
MOJIOKEHUSI CBUACTEBCTBYIOT JaHHbIE, COTJIACHO
KOTOpBIM 3aMeHa aclaparnHOBOIl KHWCIOTHI Ha
uuctendH B PHR-gomene CPHI1 nonHocThio 6J10-
KUpYeT TepeHoc TpoToHa [58]. BaxHoe cren-
CTBUE peaklMy MPOTOHWPOBAHUs — CTaOMIM3a-
uus pagukana daaBuHa B cocTtosiHuu FADH®
U TIPOIJIEHUE €T0 BPEMEHM XXU3HU 10 HECKOJIb-
KUX MWUIMCEKYHI in Vitro 1 HECKOJbKUX MUHYT
in vivo [54, 59]. CsoiictBo FADH*® mnomioimath
CBET B JJIMHHOBOJIHOBOM obOnactu crnekrpa (500—
650 HM) CITOCOOCTBOBAJIO YCTAHOBJEHUIO €ro
pPOJIM KaK CUTHAJIbHOMI (hopMbI (DJIaBUHOBOTO XPO-
Modopa y CRYs. beio mokazaHo, 4to mobasie-
HUeE 3eJEHOT0 CBEeTa MOAABJISIET KOHTPOJIMPYEMbIe
KPUIITOXPOMOM OTBETHI Ha CMHWII CBET. AHTaro-
HUCTUUYECKOE IEUCTBUE 3eJIEHOTO CBETA KOPPEIM-
poBaJio ¢ yMeHblIeHUeM KoHLleHTpauun FADH® B
pes3yabTaTe ero (p0TOBOCCTAHOBJIEHUS B HEAKTUB-
Hyo dopmy FADH™ [14]. Penokc-doTouukn FAD
3aBepiuaetcs peakuueii FADH™ ¢ kuciopogom
U pereHepauueil MCXOMHON OKMCIEHHOUN (DOPMBI
FAD (puc. 2).

hv

-2
\

W, FADH"
FAD*"
of ®
FAD*
h\/-'l\‘ T
FAD FADH"
0,

!
HO, 03 +H*=HO;

Puc. 2. ®oromukn xpomodopa FAD ¢ mociaemoBareIbHbIMU
ero mnepexogaMu B Tpu penokc-dopmbl. Lluki 3aBepiiaercs
okuciaeHnnemM FADH™ xucnopomom B ucxomnyto dopmy FAD.
Ha nepBoii ctanuu oKucIeHUsI ”HTEPMEIUAaTOM MOXET ObITh
pamukanbHas mapa [FADH® + O,°"]. Ha Bropoii ctanuu cy-
nepokcun O,°~ 3aMeHseTCsl Ha eTro MPOTOHUPOBAHHYIO (hopMy
HO:*, ¢ xoTopoii OH HaXOAUTCS B PABHOBECHUU, U ITO MPU-
BomuT K okuciaenuio FADH® B FAD ¢ Beixomom H.O» [60];
FAD* — doroBo3oyxnéuHelit FAD, Av-1 — ¢doToH cuHero
cBera, /v-2 — (POTOH IMHHOBOJIHOBOTO BUAMMOTO CBETA B
o6mnactu 500—650 Hm

/- [FADH* + HO; ] == [FADH" + 03]
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Kax yxe Ob1710 OTMEUeHO, CUTHaJIbHAsl aKTUB-
HOCTb KpuntoxpomoB obecneuuBaeTcsd ux CCE-
nomeHoM, Torna kKak PHR-momeH ocymiectBiasieT
peryJIMpyeMblii CBETOM KOHTPOJIb Hajld (DYHKIIMEN
CCE. Ilocne ¢ortoaktuBauuun CCE-momeH BbIC-
BOOOXKIAETCSI MU MOXKET 3aTeM B3aMMOJIeiiCTBOBATh
C HEKOTOPBIMU CUTHAJIBHBIMU OeikaMu. OmHako
BOIIpOC 0 TOM, Kak BbicBoOoxkaeHue CCE cBs3aHo
¢ (doToxummeil KpuUnTOXpoma, OCTaBajcsl Hepe-
mEHHbIM. B uccnenoBanum ¢ npumeHeHuem MK-
CIIEKTPOCKONMN BPEMEHHOTO paspelleHus oOHa-
pYXXeHO, 4To rocyie (popMUpOBaHUS CUTHAIbHOMN
¢opmbl FADH® B N-koHlLieBOM o/f-cybmoMeHe
PHR ¢doropenentopa CPHI1 B Teuenue 500 Mxc
MPOUCXOAUT 3aME€THOE€ W3MEHEHUE CTPYKTYphbI
B-nmucTta. DTOT (hakT paccMaTpuBaeTCsl KaK CBU-
JIETEJIbCTBO KJIFOUEBOM posin (-JIMCTa BO B3aMMO-
nevictBur PHR u CCE, a Takxe B UX pa3o0leHuu
u nocienytouein gectpykrypuzauuu CCE [58].
B HenaBHeM MccieqOBaHUM TOJYYEHbBI JOTIOTHU-
TeJIbHbIC JaHHbIC, JEMOHCTPUPYIOIIME, UYTO pe-
opraHusanus UMEHHO [-JIMCTa BBI3bIBAET IMC-
couuanuio CCE or PHR-gomeHa cdotoperento-
pa CPHI1 [61]. UaTepecHo, uto y CRY1 nmepexon
CCE B HeymnopsiioueHHOE COCTOSIHME TIPOMC-
xoaut 3a Bpems 100 Mc mocie ¢GopMUpOBaHUS
FADH*, 1.e. HamHoro nosxe. B mpenjioxeHHOI
Ha OCHOBE TOJIYYEHHBIX JaHHBIX MOIEJIM IOoKa3a-
HO, KaK CTPYKTYpHbI€ M3MEHEHUS CUHXPOHU3U-
pytoTcs ¢ ¢poToxumMuei ¢paaBMHOBOro Xpomodopa
y CRYs [58].

®OTOO/IMT'OMEPU3ALINA
KPUIITOXPOMOB
N NX BBAUMOJIENCTBUE
C CUTHAJIbBHBIMHA BEJIKAMMN:
CTPYKTYPHBIE ACIIEKTbI

CrpykTypsl  ()OTOOIMIOMEPOB KPUNTOXPOMOB.
Kak oTmeueHO BbIlIe, KPUMTOXPOMBI ¢ (POTOBOC-
craHoBieHHbIM FAD moasepraiorcs KoHpopma-
LIMOHHBIM M3MEHEHUSIM, KOTOpbl€ MOTYT IPUBO-
IuTh K pazodbumennio PHR- u CCE-gomenos [61].
HenaBHo OblJIO MOKa3aHO, YTO 3TOT MPOLIECC MO-
JKeT BbI3bIBATh M3MEHEHUS BO B3aMMOACUCTBUU
MEXAY MOJEeKyJIaMu KPUNTOXPOMOB, COMNPOBO-
KAaaeMble X ToMooJinroMmepusauneit. @otoonuro-
Mepu3zaums TpedyeTcs I (PyHKUMOHATBHON aK-
tuBHOCTU CRYS, Tak Kak MOBbBIIIAET UX CPOICTBO
K CUTHaJILHBIM OenkaM [62]. K aTuM GeskaM oTHO-
CITCS TPAHCKPUITLMOHHBIC PETYJsTOpPbI, TaKue
kak CRY-interacting bHLHs (CIBs), B3aumoneii-
CTBYyIOIIME C (PUTOXPOMOM (DAKTOPHI — PETYJSITOPHI
TpaHckpunuuu (phytochrome-interacting factors,
PIFs, 1 CONSTANS, CO); peryasitTopbl KpUIMTO-
xpoMoB, Takue kak PPKs u 3aBucumebie ot cuHe-
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ro ceeta uHruouropsl CRYs (blue light inhibitors
of CRYs, BICs), a takke E3-nmurasHbiii Kom-
miaekc constitutive photomorphogenic 1 (COP1)/
suppressors of PHYA-105 1 (SPAs) [11, 23, 63].
B pesynbrate B3auMoneicTBusl B KOMITLJIEKCE TOMO-
oJIMroMepa KpMUIITOXpoMa ¢ OejKaMu U3MEHSIeTCS
WX CUTHAJIbHAsl aKTUBHOCTb, YTO IPUBOIUT K U3ME-
HEHMIO 3KCMPECCUU TEHOB U PErYJISILIMUA TPOTpaMM
pasButus pacteHuii [64]. Cnenyer OTMETUTh, YTO
KJIIOUEBbIE NeTau 3TOU MOMAEJM He ObUIM TOYHO
orpeneeHbl, 0COOEHHO B OTHOLIEHUU CTPYKTYp-
HBIX UBMEHEHUII B roMOAMMEpe KPUIITOXpOMa, Ha
OCHOBaHUM KOTOPBIX MOXHO OBIJIO OBl €ro OTIv-
YUTh OT CTPYKTYpbl MoOHOMepa. [nsg pelneHus
3TOr0 BOMpOCa TMPOBENEHO TEHETUYECKOEe U3yde-
HUe cBsI3M cTpykTypa—dyHkums y CRYs [65, 66].
ITokazaHo, 4yTO MyTauMu OCTaTKOB Trp-Tpuaabl
y CRY1 unu CRY2 610KUpYyIOT Kackaj IMepeHoca
aJIeKTpoHa U (doToBoccTaHoBleHue FAD in vitro,
HO HE BJIMSIIOT Ha (PU3MOJOTMYECKYI0O aKTUBHOCTD
MYTaHTOB in vivo. HekoTopble MyTaHTBI (Hampu-
Mep, W374A y CRY2) niposiBASIIOT KOHCTUTYTUB-
HYIO, T.€. HE3aBUCUMYIO OT CBeTa (hU3UOJOornye-
CKYI0 aKTMBHOCTb. DTU MYTaHTbl CIIOCOOCTBOBAIU
OIpEACIIEHUIO CTPYKTYPbl TOMOOJIUTOMEPOB KPUII-
ToxpoMoB. B otimuue ot nukoro tuna CRY2, ko-
TOpPBIA TMoaBepraercs (HOTOOJUTroMepU3alluu, My-
TaHT W374A CRY2 nposiBiaseT roMooJauroMepu-
3alIMIO in Vitro. DTOT pe3yJibTaT COIIacyeTcs ¢ JaH-
HBIMHA O TOM, UYTO (hOTOOJIUTOMeEpHU3aIrs Tpeoy-
ercs sl (pyHKIMOHaNbHOU akTuBHOCTM CRY2, n
yTo ero MyTaHT W374A KOHCTUTYTMBHO aKTHBEH
in vivo [64]. B HemaBHell paboTe ¢ MpUMEHEHUEM
HU3KOTEMITEpaTypPHOI 3JIEKTPOHHOU MMKPOCKO-
MWW C BU3yaJU3allMeil BbISIBJEHbI KOH(UTYpaluu
romMoaMMepa U romorerpamepa MyTaHTa W374A
CRY2, y KOoTOpOro st OJuromMepnl GopMUpPYIOT-
Csl TIOCPEICTBOM B3aMMOIEUCTBUII MOBEPXHOCTEN
PHR-gomeHoB. Myrtauuu B uHTepdeiice romo-
IuMepa TMPUBOIWIM K YMEHBIIEHUIO €Tr0 CpOf-
cTBa K curHajibHomy 6enky CIB1. Ha ocHoBaHuu
atoro ¢daxkra npeanonoxuau, yto CIBI B3aumo-
neiicteyeT ¢ CRY2 B uHTepdeiice romonumepa,
U, BEPOSITHO, TMOATOMY HWMEHHO OJIUTOMEpHI, a
HE MOHOMEpHI SIBJISIIOTCS aKTUBHBIMU (hOopMaMu
KPUIITOXPOMOB [67].

CTpyKTypHblE M3MEHEHUSI B OJMIoMepax
PHR-npomena CRY2 npoaeMOHCTpUpPOBaHbI TaK-
K€ B HENaBHEM HCCJIeNOBaHUM, TPOBEIEHHOM C
KpUCTajindyeckumMu cTpykrypamu PHR-gomena
B (pOTOAKTMBHOM TEeTpaMEPHOM W HEAKTHBHOM
MOHOMEPHOM cOCTOSTHUSIX [68]. DopmupoBaHue
TeTpaMepa OMocpeayeTrcss NTUMHAMUYHON TIeTIEM,
cesasbiBaolieit PHR- u CCE-gomeHbl, KoTOpas
CITOCOOCTBYET MEPEMEILIEHUIO OTPENeIEHHBIX OCTaT-
KOB B -6 1711 MX yyacTusi B GOPMUPOBAHUM aK-
TUBHOTO MHTepdelica B OTMTOMEPHOM COCTOSIHUU.
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Bsanmoneiicteue CRY—BIC: unruouponanue
(hoTooMromepusanuu U AKTUBAIMH KPUNITOXPOMOB.
HMHuakTtuBanust oTopelenTopoB UrpaeT BaskHYIO
pOJb B MOIAEPKAHUM HEOOXOIMMOIO YPOBHSI X
CBETO3aBUCUMOI (PYHKIMOHAJIBbHON aKTUBHOCTHU
M B TIPENOTBpAllleHUN YPEe3MEPHOI UyBCTBUTEb-
HOCTH KJIETOK K BozaeiicTBuio cBeta. DoTtoakTu-
BUPOBAHHBIC KPUIITOXPOMbI MOTYT IOABEPraThCs
MHAKTUBALIMU TI0 TPEM Pa3IMYHbBIM MEXaHHU3MaM,
BKJIIOYAsi CIIOHTaHHYIO TEMHOBYIO PE€BEpPCHUIO T'O-
MOOJIMTOMEPOB B MOHOMEPHI, B3aUMOIEHCTBUE C
unruoutopamu (BICs) 1 yOMKBUTHH-3aBUCUMBII
npoteonus. Cpenu 3TUX MEXaHU3MOB TOJIBKO MH-
rubMpoBaHue KPUIITOXPOMOB, Bbi3biBaeMoe BICs,
SIBIISIETCS] CBETOUYBCTBUTEIbHBIM TporieccoM. [1oaTo-
My Ipeanosiaraercs, 4to B3aumonaeiictsue CRY—
BIC Moxet urpath 0ojiee JMHAMUYHYIO POJib B
peryJsiiiui aKTUBHOCTU KPUIITOXPOMOB y pacTe-
HMI, pacTyIIMX Ha CBeTy [68].

AHaiu3 HeAaBHO MOJYYEHHON KpHCTajanye-
ckoit cTpykTypnl komriekca PHR-nomena CRY2
¢ BIC2 BuisiBUI 1Ba BO3MOXHBIX MeEXaHU3Ma,
MPOSICHSIONIMX BOMpPOC O ToM, Kak Oenku BIC
MoryT uHaktuBupoBaTb CRYs [69]. Bo-mnepBbix,
BIC MoxeT mHruobuposaTh (hOTOBOCCTAaHOBJIEHUE
FAD, nockonbky cBs3biBaHue BIC2 ¢ PHR yBe-
JIMYMBAET PACCTOSTHUE MEXIY JOHOPOM BJIEKTPO-
Ha (W397) u akientopoMm (M30aJTOKCa3MHOBOE
konbiio FAD) Ha 1 A, 1 9T0 MOXeT 3aTpyIHUTD
nepeHoc 3jekTpoHa. Kpome Toro, cBsi3biBaHUE
BIC2 ¢ PHR moxet npuBecTy K BpallleHUIO Kap-
OOKCUJIbHOI OOKOBOI 1ieny MpeanojiaraéMoro a0-
Hopa nporoHa (D393) na 50°, yTo yBeNnMYUT pac-
CTOSIHME MEXIY TOHOPOM MPOTOHA 1 aKLENTOPOM
npotoHa B xpomodope Ha 5 A. Takoe U3MeHeHMe
JleJJaeT MPOTOHMpPOBaHUE MajloBepOsTHBIM. CoOT-
BeTcTBeHHO, BIC2 MoxeT OJ0KMpoBaTh (hOTOBOC-
cranoBnenne FAD B FAD*®™ u ero nporoHupoBa-
HHUE C MepexoJoM B CUTHalbHYI (popmy FADH®.
Bo-BTopnix, BICs Moryt neiicTBOBaTh KakK WH-
TUOUTOPHI TOMOOJIMTOMEPU3ALIMUA KPUTITOXPOMOB.
B xommniekce PHR-gomena CRY2 ¢ BIC2 ctpyk-
Typa (pparmenta BIC2 omnpenenser ero crnoco0-
HOCTb OIIOSICHIBATh Ma3 MeEXAY ABYMS cybmome-
Hamu PHR-gomena. PHR u BIC2 wumerT no
16 ocTaTKoB, KOTOpbIE BOBJEKAIOTCS B (DOPMUPO-
BaHME KOMILIEKca MeXny HUMM. VHAuBHMIyaTb-
Hble MyTallMM HECKOJbKHX OCTaTKOB B MHTepdeii-
ce KOMILJIEKCa CHUXKaau BbIpak€HHOE CPOACTBO
mexny PHR u BIC2 in vitro. UnTepdeiichl rete-
poaumMepa CRY2—BIC2 u romomumepa CRY2—
CRY?2 conepxar no aBa octatka CRY2, a umeH-
Ho W349 u R208. Ha ocHOBaHUM MOJYYEHHBIX
JaHHBIX MpearnojaraeTcs, 4to cBs3biBaHue BICs
¢ CRYs KOHKYpeHTHO WHIMOUpYyeT (POTOOIUTO-
Mepuzanuo CRYs, 6j10Kupyst TeM caMbIM aKTUBa-
1110 (hOTOPELENTOPOB.
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BzaumoneiicrBuss CRY—CIB u CRY—PIF: nps-
Masa perynsanus skcnpeccun LRGs. benoxk CIBI
obu1 nepBbiM CRY-B3anMonmeicTBYIOIIUM TpaH-
CKPMITIIMOHHBIM PETYISITOPOM, WIAEHTU(DUILIMPO-
BaHHBIM y pacTteHuil. Kak ObUIO yCTaHOBJEHO,
CIB1 npu B3auMomeiicTBUM ¢ (POTOAKTUBUPO-
BaHHBbIM CRY?2 mHayLHupyeT TpaHCKPUITIIAIO TeHa
FLOWERING LOCUS T (FT), XoTopblii Komu-
pyeT LEeHTpaJbHbI PEryiasiTop UHUIIMALUWU I[BE-
teHus1 [70]. Beuio Takke MokazaHO, UTO JpYyrue
CIB-6enxku (CIB2, CIB4 u CIB5) B3aumomeii-
cTBYIOT ¢ (doroakTuBupoBaHHbIM CRY2 u cBg-
3piBatoTcs ¢ FT-npomoropom [71]. HaubGonee Be-
positHo, yTo CRY?2 He Bnusier Ha cpoactBo CIB-
oenkoB k JIHK unu xpomatuny [70, 71], omHako
OHU HaMpsIMyIO B3aMMOIEHCTBYIOT C TPaHCKPMII-
HMOHHBIM pakTopoM CO 111 MHULMALIMK 1IBE-
TeHus:t [72]. B COOTBETCTBUM C BBIABUHYTHIM
npeamnoysoxenuem CRY2 moxer namenuts CIB—
CO-B3aumoseiicTBue, odOecreyrMBas TeM CaMbIM
nocjeayolyo TpaHckpunuuio F7T-rena. Bonpoc
o ToM, Kak uMeHHo CRY2/CIB1-komriekc omno-
cpenyet peryasaiuio LRGs, ocTtaéTcst moka HeBbI-
SICHEHHBIM.

ITomumo CIB-6enkoB, CRYs B3aumomeii-
CTBYIOT C JpPYroii TPyMNIioil TpaHCKPUITIIMOHHBIX
¢akTopoB — PIF-06enkamu, KOTOpbie BOBIEKAIOTCS
B ¢oToMOphOreHeTUYeCKre OTBEThbI, OMOCPENI0-
BaHHbIe (utoxpomamu [17, 19, 22]. doroakTu-
BupoBaHHble CRY1 u CRY2 moryTr dusnyecku
B3aumoneiicrBoBath ¢ PIF4 u PIF5 mocpenctsom
PHR-nomenoB CRYs u N-KOHLIEBBIX JOMEHOB
PIF-6enkos [73, 74]. Kak ObLJ10 TTOKa3aHO, B yCJIO-
BUSIX 3aT€HEHMSI YMEHbIIAETCS HE TOJbKO COOT-
HOIIIEHWEe WHTEHCUBHOCTE KpacHOIro/majbHero
KpPacHOTO CBe€Ta, HO W WHTEHCUBHOCTb CHUHE-
ro csera; npu 3toM U CRYs, u cduroxpom B
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N
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(phytochrome B, phyB) onocpenytoT (oToOTBEThI
uszbexanus tenu [20, 74]. U3BecTHO, uTO phyB,
cBsa3biBasich ¢ PIF3, BeI3biBaeT ero ¢ocdopu-
JIMpOBaHNWE M YOWKBUTUH-3aBUCUMYIO Aerpasia-
uuto [75]. OnHako B yclioBUsIX 3aTeHeHUs phyB-
uHayuupoBaHHas gerpaganus PIF3 ocnabnsercs,
U 9TO CHOCOOCTBYET POCTY pacTeHMs] Ha ciadoM
cuHeM cBeTy. MHTepecHO, YTO B TaKMX YCJIOBUSIX
CRYs moryt monmaBnsTh nerpamauuio PIF1 [76].
CornacHo BBIABUHYTOMY IPENMNOJOXEHUIO, TIPU
HU3KOI MHTEHCUBHOCTW CMHErO CBETa MPOMCXO-
AT yMeHbIlIeHUe 3(hGHEeKTUBHOCTU (DOTOOIUTOME-
puzauuu Kpuntoxpoma u ocinadienue CRY—PIF-
B3aMMONIENCTBUS C MOCENYIOIIMM HaKOIIJIEeHUEM
PIF-6enkoB. CrneayeT OTMETUTD, YTO B3aUMOIEH -
ctBue CRY-PIF, kak u CRY-CIB-B3aumoneii-
cTtBUE, He BausieT Ha cpoactBo PIFs xk JIHK wnu
XpOMaTUHY, XOTSI UBMEHSIET X aKTUBHOCTb B pe-
TYJISILIMYA TPAHCKPUTILUY.

®ochopuimposanue kpunroxpomoB PPKs. Xo-
poiio u3BectHo, yTo CRY1 u CRY2 mnoaepra-
I0OTCSI CBETO3aBUCUMOMY (hOC(hOpUIMPOBAHUIO B
pacTtuTenbHbIX KaeTkax [77, 78], npuuém docdo-
punupoBaHue CRY?2 He TOJBKO MOBbIIIAET aKTUB-
HOCTb (poTOpelenTopa, HO TakXke CIOCOOCTBYeT
ero gerpagauuu ¢ ydactueM E3-yOukBUTHMHIM-
raz [37,77,79, 80]. BuzoaupoBanHbix CRY2-6e-
KaX BBISIBIEHO MHOIO pa3HbIX ¢ochopuanpo-
BaHHBIX OCTaTKOB, BKJOYass CeMb OCHOBHBIX
dochocepuHoB, U YpoBeHb HoChOpUIUPOBAHUSI
MOUYTH BCEX 3TUX OCTAaTKOB BO3pacTaeT B OTBET
Ha nelictBue cuHero cBeta. Mytant SCRY2D He
noasepraercss GocHopUIMPOBaHUIO U YACTUYHO
yTpaurBaeT (hU3nogorunyeckue pyHKIImu.

®ochopunupoBanue CRY2 npoucxoaut mpe-
UMYILIECTBEHHO B SIIpe U TMOBBIIIAET KaK ero ak-
TUBHOCTb, TaK W JECTAOMIM3ALMIO TOCPEACTBOM

E3
@ ——>» Jerpagauunsa CRY2

doToOTBET

Puc. 3. CRY2 noasepraercsi CBeTO3aBUCMMBIM TTPOIIECCaM OJIUroMepu3ainu u pochopunmrpoBanms, Katanusupyemoro PPKs.
DTO MPUBOIUT K (POPMUPOBAHUIO TTOJTHOCTBIO akTHBHOTO fuMepa CRY2, kotopsiit ahdexkTuBHO onocpeayeT peryisiiuio LRGs,
4yTO compoBoxmaeTcs TpaHckpunieit MPHK u poTtobnonornueckum orsetrom. Pochopunmmpoannbiii CRY2 nmonsepraercst
TakxKe Aerpaganuu ¢ yuactuem E3-yOuKBUTUHIUTA3bI; AV — (POTOH CMHETO CBeTa
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(boTOMHAYLIMPOBAHHOTO U3MEHEHMUsSI KOHGOp-
Mauuu QortopeuenTtopa [81]. YcraHoBieHo, 4TO
yeTblpe cxomaHble PPKs, creuunduuneie nas pa-
CTeHUI, KaTaJu3UpYylOT CBEeTO3aBUCHUMOE (poc-
¢opunupoBanue CRY1 u CRY2 in vivo. Bce
PPKs B3auMoneiicTByloT B OCHOBHOM C Hedoc-
¢opunupoBanHbiMu CRY-0e1kamMu U C M30BIT-
koM (dochopunupyror nx. Dochoprnmpyromast
akTuBHOCTH B oTHouleHM CRY1 u CRY2 noutu
OTCYTCTBYeT y TpoiiHbiX MyTaHTOB PPKs; kpome
toro, CRY2 He moaBepraercss nerpamaliiud 3TH-
MM MyTaHTaMHU, YTO CBUIETEJbCTBYET O HEOO0-
xoaumoctu ¢dochopunupoBanust CRY2 mnst ero
MOC/IenyIoero YOMKBUTUH-3aBUCUMOIO MTPOTEO-
Ju3a. OTU pe3yabTaThl MOATBEPXKAAOT MOIENb,
JNEMOHCTPUPYIOIILYIO, YTO (hOTOAKTUBUPOBAHHbIE
CRYs dochopuinpytoTcss YeTHIPbMSI CTPYKTYPHO
cxoxkrumu PPKs, u 3To BbI3bIBaeT KOH(opMalv-
OHHbIE M3MEHEHHS, TOBBIIIAIIUEe (DUUOJOTH-
yeckyto aktTuBHOcTb CRY1 u CRY2, a takxke ne-
rpagauunio CRY?2 [81] (puc. 3).

Kpome kpunrtoxpomon, y PPKs ectp npy-
rue cyocrtpathl, BkJIoyas 6enok PIF3, koTophlit
BOBJIEKAE€TCS B CUTHAJIbHBIA IMyTh (DPUTOXPOMOB.
Ha ocHOBaHUM TOJyYeHHBIX JaHHBIX MPEAIOXEH
MeXaHu3M, 00ecneuyrBapIIi KOOpAUHALIMIO CO-
BMECTHBIX EeHCTBUI KPUIITOXPOMOB U (DUTOXPO-
MOB B (oToMoOp(oreHe3e pacTeHUl B OTBET Ha
pa3Hble JUIMHBI BOJIH CBETa B €CTECTBEHHBIX YCJI0-
Busx [75, 81].

B3aumoneiicTBUS KPUNTOXPOMOB C KOMILIEKCOM
COP1/SPA: Henpamasi peryasiuusi TPAHCKPHIIMH.
Oobwmenpunsto, uto COP1, xoTtopslit ObUT mep-
BbIM CHUTHAJIbHBIM O€JIKOM, MIEHTU(PUIIUPOBAH-
HBIM y pacTeHuil [82, 83|, sBisieTcsl LEeHTpab-
HBIM perpeccopoM ¢oToMopdoreHesa, U 3TO
MOATBEPXIEHO W3YYEHUEM pa3HbIX CEHCOPHBIX
(oTropeenTopoB — KPUITOXPOMOB, (UTOXPO-
MoB u UVRS [84—87]. Ctpykrypa COPI1 BKIIO-
yaeT N-koHieBoil nomeH Really Interesting New
Gene (RING), nomeH coiled-coil u C-KoHLEBOI
WD40-nomen. COP1 neiictByeT in vivo B KOM-
TUIEKCE C YEThIPbMSI MOMOOHBIMU €My OelKaMu
SPA (SPA1-SPA4), otiuuue kotopbix o COPI
3aKJII04aeTcsl B TOM, YTO B UX IOMEHHOM CTPYKTY-
pe RING-noMeH 3aMeHEH Ha MOmOOHBIN KUHa3e
JIOMEH, MpPOSBJSIONINI, KaK HeAaBHO ObLIO TO-
Ka3aHO, KMHa3HYy1 akTUBHOCThL [88—90]. TeTtpa-
MepHbiii COP1/SPA-kommieke u3 npyx COPI1- u
nByX SPA-6enKoB (yHKIIMOHUPYET KaK E3-yOouk-
BUTUHJMIAa3a W Y4YaCTBYeT B Jerpamaldu TpaH-
CKPUITIIMOHHBIX (DAKTOPOB, KOTOPbIE BOBJIEKAIOT-
Csl B CUTHaJIbHbIE MTyTU (POTOPELENTOPOB, PETYIr-
pylIIMX Mmpoliecchl hoToMopdoreHe3a y pacre-
Huii [86].

B TemuHore COPI HaxoguTcs mpeuMylle-
CTBEHHO B slIpe, Tle TPaHCKPUMLMOHHBIE (ak-
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TOpPBI METATCS I yOuKBUTUHaAMU. beaku SPA
He TpeOyroTcs nis saepHoii Jokanusauuu COPI,
onHako B orcytcTBue SPA-6enkoB COP1 He nipo-
SBJISIET aKTUBHOCTH [91]. Omio3HaHUE TpaHCKPUIT-
IIMOHHBIX (PaKTOPOB MPOUCXOAUT IMOCPEACTBOM
C-xonueBbix WD40-ngomenoB COP1 u SPAs [90].
ITockonbky WD40-1oMeH SPA1 moxeT 3ameliaTh
WD40-nomen y COP1, HO HE Hao00OpoOT, (PyHK-
IIMM 3TOrO JOMEHa y JBYX OEJKOB, BEPOSITHO,
CXOJHBI, HO HEe UACHTUYHHI [92]. CBeT MHAYLIUDY-
eT penokanuzauuio COP1 B LIMTO30J1b, U, KaK IO~
Ka3aHo, 3TO MOXET COAeCTBOBATh CTAOMIN3aLlUU
muiieHn COPI1 B sgape — TpaHCKPUITLIMOHHOTO
¢dakropa LONG HYPOCOTYL 5 (HY5) [93].
YcTaHOBIEHO, YTO OINMOCPENOBaHHBINA (DOTOAKTU-
BupoBaHHbIM CRY1 Bbixom COP1 u3 sagpa He
3aBucuUT oT SPAs, Torma Kak 3ToT Ipolecc, MHIYy-
LIMPOBAaHHBINA JaJbHUM KPACHBIM CBETOM C yya-
ctueM dutoxpoma A, 3aBucuUT oT SPA-OGeskoB, a
(utoxpoM B, aKTHUBUPOBAHHBI KpacHBIM CBe-
ToM, MeHee addekTuBeH B ynaaseHun COPI us
saapa [87]. OueBUAHbBIE pa3IWUYUs B WHULIMALIUU
¢putoxpomamu u CRY1 mporecca Bbixoma COP1
U3 siipa CBUAETEIbCTBYIOT O Pa3HbIX MeXaHU3Max
y4acTusi 3TUX (OTOPELENTOPOB B CBETO3aBUCH-
Moii penokanuzauuu COP1 B LIMTO30/1b, OJHAKO
KOHKPETHBIE CUTHAJIbHbIE MEXaHU3Mbl NEHCTBUS
Kaxaoro ¢hoTopelenTopa OCTaloTcsl MOKa HEBbI-
ssiCHEeHHbIMU. KpoMme TOoro, Heu3BECTHO, IPOUC-
XOIUT JIM TaKXKe CBETO3aBUCHMAs peloKaanu3aius
B LIMTO30J1b 1 SPA-GeKoB.

ITomumo otnenenuss COP1 ot TpaHcKpuIl-
IIMOHHBIX (PAaKTOPOB, WX CTAOMJIM3ALIUS MOXET
obiTh mocturHyta CRY-omocpegoBaHHBIM pas-
pymienueM COP1—SPA-B3aumoneiicTBuii, conpo-
BOXJaeMbIM MHaKTHUBaleil yOUKBUTUHIUTA3HOMN
aktuBHoctTu COPI1/SPA-kommiekca. Kak ObL10
nokasaHo, peryasguus aktuBHoctu COPI1/SPA
OCYIIIECTBIISIETCSI CBETO3aBUCUMbBIM B3aUMOJEHi-
ctBueM CRY1 u CRY2 ¢ Genkamu SPA [94-96].
HMurepecHo, uto ¢otopeuentopsl CRY1 u CRY2
B3aMMoOneHCcTBYIOT ¢ OeiakoM SPAl pa3HbIMU
cTpykTtypHbiMu nomeHamu. CRY1 mocpeactBom
CCE-nomena B3aumopeiicteyer ¢ WD40-gome-
HoM Oenka SPAI. Takoe B3aumonelcTBUE MpuU-
BOIUT K ocnabyieHuto cBsa3biBaHust SPA1 ¢ COP1
¢ mocienylolleil auccouranreir U (hU3MIECKUM
pasneneHueM OenkoB. B pesynabraTe ImomaBis-
ercss COP1/SPA-nurasHasi akTUBHOCTb M CTaOu-
JIN3UpPYETCS TpPaHCKPUMIIMOHHBIN (akrop HYJ,
peryaupylomuii poct runokotunas [87, 94, 95].
B npotuBononoxHocTh 3ToMy N-KoHueBoit PHR-
nmomeH CRY2 B3aumopneiicTByeT ¢ N-KOHIIEBBIM
MOJOOHBIM KWHa3e noMeHoM SPAIl, 4yTo ycuiau-
BaeT COP1—SPA-B3auMOneiicTBUS W TIOBBIIIAET
CTaOMIBHOCTh KOMILJIEKCa. B 3TOM cocTossHUU
COP1/SPA1 E3-yOUKBUTHHIUTa3HAsI aKTUBHOCTb

5*
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Puc. 4. Monenb nHaKTUBaLMM YOUKBUTUHIUTa3HOM akTuBHOCTU COP1/SPA-KOMILIEKCA, BOBIEKAEMOTO B Ierpajaliio TpaH-
CKPUIIIIMOHHBIX (pakTopoB (transcription factors, TFs). @otoaktuBupoBanHbiii CRY2 B onuromepHoM dhochopuimmpoBaHHOM
coctosinuu kKoHkypupyeT ¢ TFs 3a cBsasbiBanue ¢ COP1 B kommiekce COP1/SPA u BoiTecHsieT TFs n3 KoMruiekca ¢ rocienyio-
et ux crabunusauueit 1 yuactuem B akcripeccun LRGs; Av — ¢oToH cuHero cBeTa

TakKe YMEHbIIAeTcs, U IOocenyonas cTaduiu-
3alusl TpaHCKpuruuoHHoro ¢gaxkropa CO obec-
MeYrBaAECT MHULIMALMIO UM (HOTOMEPUOANIECKOTO
ueteHust [96]. Bormpoc o ToMm, Kak B TOYHOCTH
B3anmoneiicteue CRY2 c 6enkom SPA1 nHrnou-
pyetr aktuBHOcTb COPI1/SPA-koMIuIekca, ocra-
€TCSl HEpeIIEHHBIM.

ITomumo B3aumoneiictBust ¢ Oenkamu SPA,
CRYs C-KOHLIEBBIMM AOMEHAMW MOTYT Harps-
Myto B3auMmozeiictBoBath ¢ COP1 [82, 83], nmpu-
yéM CRY1-COPI-B3aumoneiicTBue 3aBUCHUT OT
SPA-6enkoB, Torma kak CRY2—COPI-B3aumMo-
neicTBue oT HUX He 3aBUcHUT [97]. Kak mpoaeMoH-
CTPUPOBAHO B HENABHUX MCCIENOBaHMSIX, (hOTO-
aktuBupoBaHHbIli CRY2 wunaktuBupyer COPI1/
SPA-KOMILJIEKC MYTEM KOHKYPEHTHOIO BBITECHE-
Hus cyoctpatoB COPI, a uMeHHO, TpaHCKpMII-
LIMOHHBIX (haKTOPOB, KOTOPbIE B3aUMOAEUCTBYIOT
¢ WD40-nomenom COP1 [84, 98, 99]. DToT Mexa-
HU3M OCHOBaH Ha ToM, 4To CcTpykTypsl CRY2 u
cyoctpatoB COP1 comepxaT KoHCepBaTHMBHBIN
Val-Pro (VP)-nentua. Kak cienyer M3 aHaiau3a
kpuctaminueckux crpykryp COPI1 ¢ VP-conep-
xammumu nentugamMmu 1 WD40-gomena COP1 ¢
VP-conepxaimum nentugom CRY2, CRY2 u cy06-
crpatel COP1 B3aumoneiictBytor ¢ WD40-1ome-
HoM COPI1 4epe3 cBou cooTBeTcTByMOIIME VP-
MenTUAbl U MOTYT KOHKYpUpPOBAaTh 3a CBSI3bIBa-
HUe ¢ ofHUM U TeM ke noMeHoM COP1 [98]. DT
JaHHbIE TOATBEPXKIAIOT MEXaHU3M, B COOTBET-
cTBUM ¢ KoTopbiM MHakTUBauuss COP1/SPA-koM-
miekca poroakTruBrupoBaHHbIM CRY?2 mpoucxonut
B pe3yJbTaTe KOHKYPEHTHOTO BBITECHEHUS CYO-
ctpatoB COPI. ITocnenyrollee HaKOMJIEHUE TpaH-
CKPUMLMOHHBIX (PAKTOPOB MPUBOAUT K aKTUBa-
IIMA 3KCHPECCUM pPearupyrolimx Ha CBeT TeHOB U
npoieccoB (poroMopdoreHesa pacreHuit (puc. 4).

SAKIIIOYEHUNE

Ycenexu B M3ydeHMU MOJIEKYJISIDHBIX OCHOB
CUTHAJIbHBIX MPOLECCOB, OMOCPEAYEMbBIX KPUIITO-
XpoMaMU Yy pacTeHUid, CBsI3aHbl C UIEHTU(DUKA-
1IMel B mocieaHee BpeMsl pa3HOOOpa3HBIX CUT-
HaJIbHBIX OEJIKOB, KOTOPhle 00pa3yloT KOMILIEKCHI
¢ (hOTOAKTUBUPOBAHHBIMU OJIMTOMEPAMU KPUTITO-
XPOMHBIX MOJIeKya1. CBeTo3aBUCUMbIE B3aUMOIEH-
CTBMS B TaKUX KOMILJIEKCAX U3MEHSIOT aKTUBHOCTD
CUTHaJIbHBIX OeJIKOB, obecreunBas npsimyto (CIB-
u PIF-6enku) wim omocpenoBaHHyio (COP1/
SPA-OGenku) peryasiydio UMH  TPaHCKPUITLMU
pearupymolmx Ha CBET FT€HOB M MpPOLIecCCOB (POTO-
MOp(hOTreHeTUYEeCKOro pa3BuTUsl pacteHuit. Hera-
TUBHBIE PEryIsTOPbl KPUIITOXPOMOB, Oenku BIC,
MOTYT OJIOKMpOBaTh (hOTOCEHCOPHBIE MPOLECCHI,
3anmyckaemble (hOTOXMMMYECKUMU TIpeBpalleHUsI-
Mu xpomodopa FAD, u npensircTBOBaTh OJUIO-
Mepuzalumn ¢GoTopelenTopoB. MexaHU3Mbl Aeii-
ctBust BICs HemaBHO moATBepKAEHbI KPUCTAJLIN-
yeckoil cTpykTypoii komriekca BIC2 ¢ PHR-mo0-
MeHoM CRY?2. Takke B HegaBHUX MCCIETOBAHUSIX
C TIpUBJIEYEHHUEM KpUCTaLUTOrpachuyeckoro aHajlu-
3a packpbIT MexaHu3M uHaktuBauum COP1/SPA-
KOMIIJIEKCa, BOBJIEKAaeMOro B Jerpajaluio TpaH-
CKPUITIIMOHHBIX (pakTOpoB. MexaHU3M IoaaBiie-
Hus ¢oroakTuBupoBaHHbIM CRY2 akTUBHOCTHU
COP1/SPA-komIuieKca OCHOBaH Ha KOHKYDPEHT-
HOM cBs3biBaHUM ¢oTtopeuentopa ¢ COPI u
BoiTecHeHUM COPI1-B3auMoneiicTByIOIIMX TpaH-
CKPUITIMOHHBIX (haKTOPOB C MOCHAEAYIONIEH uX
crabwiuzaiueit. Bmecrte ¢ TeM netaiu CTPYKTyp-
HBbIX OCHOB B3aUMOIEUCTBUII KPUIITOXPOMOB B
KOMILJIEKCaX C JIPYTMMM CUTHAJIbHBIMM OeKaMu
Moka He BbIsiBJeHbI. Ell€ onuH BaxXHBIN BOIpOC,
TpeOyIOLINI MPOSICHEHUSI, OTHOCUTCS K JTUHAMUKE
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KOMIIJIEKCOB KPUIITOXPOMOB C BBaHMOHeﬁCTBYIO-
IIMMU CUTHAJIbHBIMUN 6€JTKaMI/I, a UMEHHO, KakKune
TOYHbLIC MEXaHU3Mbl MOTYT obecrieunBaTh pery-
JIALIUIO (I)OpMI/IPOBaHI/IH TaKNX KOMIIJIEKCOB U UX
aucconmanguvun, 1 9TO, MO-BUAMMOMY, MPEACTaBIA-
eT coOoli Hanboliee IPUBJICKATCJIbHYIO 3aavy IJId
JaJbHEWIINX MCCIeJOBaHUMA.

Bkaan asropoB. I'Sl. ®paiikuH — KoOHIIeT-
M1, aHalu3 TyOJMKaUMi, HalMcaHWe TEKCTa;
H.C. beneHukuHa — ocdopmieHUue PYKOIUCH U
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pucyHKkoB; A.b. PyOuH — o0cyxxneHue Matepuaia
PYKOITUCH C COABTOPAMM.

®unancupoBanue. PaboTa BbITIOJIHEHA B paM-
Kax Hay4HOTO MPOEKTa roCyJapCTBEHHOTO 3aaa-
Husg MI'Y Ne 121032500058-7.

KondaukT uHTepecoB. ABTOpHI 3asBISIOT 00
OTCYTCTBUY KOH(MJIUKTAa UHTEPECOB.

CoOmonenne stuyeckux Hopm. Hacrosinas
paboTa He COAEPXUT ONMMCAHUS BBITTOJTHEHHBIX
aBTOPAMHU MCCJIEIOBAaHUI C yyacTUeM JIIofeil u
HCITOJIb30BaHUS (KUBOTHBIX 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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