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VYcraHoBiieHo, 4To yabrpaduonetoBoe (YD) usnyuenue B-obnactu (YPB, 290—320 HM) aKTUBUDPYET B
KJIeTKaxX pacTeHUi pasM4YHbIe CUTHAJIbHbIE MEXaHM3MBbI, 3allyCKalolUe MPOLEeCcChl POrpaMMUPOBaH-
HOM CMEPTH KJIETOK JIMOO MX 3alUTHI OT MOBPEXAAIOIIETO AeCTBUSI 3TOTO U3jiydeHus:. OTMEUYEeHO, UTO
MEXaHU3Mbl KJIETOYHOM CMEPTU MPU BbICOKUX g03ax YD B-o6yyeHuUs1 cBsizaHbl ¢ noppexaeHueM JHK
U OKUCJIUTEIBHBIM CTPECCOM, MPUYEM B IMEPBOM CJIydyae MOTYT HMPOUCXOAUTh aKTUBALIUsI YECKIIOMHTOB
(checkpoints) moBpexnenust JIHK 1 ocTaHOBKa KJI€TOYHOIO LIUKJIa, BO BTOPOM — BBIXOJ M3 MUTOXOHIPUIA
LIMTOXPOMA ¢ U TOCIeyolas aKTuBalus MeTakacmnas. OOHapyXeHOo, YTo 00a MexXxaHu3Ma UHIYLUPYIOT
dparmenTauuio JHK 1 gpyrve TUnu4yHbIe 1151 alIONTOTUYECKUX KIETOK U3MEHEHUSI, a TAKXKe YTO HU3KO-
nHTeHcuBHOEe YD B-usnyuyenue nocpeacrsoM doropeuentopa UVRE MHULIMUPYET B KJIETKAX 3alllUTHBIE
MPOLECCHI, CIIOCOOCTBYIOIINE aKKJIMMATU3alIMU PACTEHUI HA COJTHEUHOM CBETY.
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CoyiHEeUHBI CBET HE TOJIbLKO MCTOYHUK DHEPIUU
17151 (pOTOCHMHTE3a pacTeHUI, HO U BaXKHBII ananTaliu-
OHHBIN CTUMYJI. DTO TO3BOJISIET PACTEHUSIM MPUCIIO-
cabMBaTbhCS K YCIOBUSIM OCBEILIEHHOCTU B OKPYXato-
1LIei cpefie, B TOM Yucie K U3BMEHEHUIO0 MHTEHCUBHO-
ctu yaerpaduoneroBoro (Y®) uznyyenust B-obnactu
(YOB, 290—320 um) (Paul, Gwynn, 2003; Caldwell
etal., 2007; McKenzie ef al., 2007). PacTeHust Boc-
MPUHUMAIOT CBETOBBIE CUTHAJIBI TIOCPEICTBOM CIIe-
LIMAIM3UPOBAHHBIX  (DOTOPELETITOPOB, KOTOPbIE
WHULUUPYIOT TPAHCAYKIMIO CBETOBBIX CUTHAJIOB B
OMOXMMHUYECKUEe CUTHAJIbHbIE KacKaabl. B utore atu
CUTHaJIbHbIE MYTU OPUBOAAT K Pa3iuyHbIM (HOTO-
MOp(OreHeTUYECKM OTBETaM, a TaKXKe MHIYLUPYIOT
3allUTHBIE KJIETOUHBIE MPOLIECChl, OOECTIeYnBaloIIe
YCTOMYMBOCTb PACTeHUI K AEUCTBUIO COJHEYHOIO
Y®B-uznyyenusi (Frohnmeyer, Staiger, 2003; Ulm,
Nagy, 2005). K n3BecTHBIM peryasaTOpHBIM (POTOpe-
LIENTOPaM OTHOCSITCS (PUTOXPOMBI — CEHCOPbI KPaCHO-
ro (K)/manpHero kpacHoro (JIK) ceeta (600—750 M),
KPUIITOXPOMBI U (DOTOTPOTNUHBI, YYBCTBUTEIbHbIE K
cBety cuHei (400—500 HM)/YDA-061acTH CIieKTpa
(320—400 HM), ¥ cneuubudecKuii ceHcop (OTOHOB
Y®B-o61actu 6enok UVRS (UV resistance locus8)
(DpaiikuH u ap., 2013). DToT 6e10K UACHTUDULIUPO-
BaH Kak Y®B-(poTopeluieniTop pacTeHUII 1 oXapaKTe-
pu30oBaH Ha MoJeKyasipHoM ypoBHe (Rizzini et al.,
2011).

B noaHOM cIteKTpe COJTHEYHOTO CBETa, JOCTUTAIO-
ILIETO 3€EMHOI MOBEPXHOCTHU, H0Jis1 Y DB-usinyyeHus,

KOTOpoe UIIBTPYETCSI 030HOBBIM CJIOEM cTpaTtocde-
pHI, cocTaBisieT 1.5%. OmHako Y®B-(GOTOHBI BBICO-
KOHEPTETUYHBI, U mo3ToMy YDB-usnydeHue oka-
3bIBacT HauboJjee CUWJIbHOE MOBpeXmalolee neii-
CTBHUE Ha pocT U pa3Butue pacteHuit (Caldwell et al.,
2007; Jenkins, 2009). O30HOBBII CJIOM — KIIIOYEBOM
KOMITOHEHT CPeIbl, YMEHbIIAIOIIUNIA TTOBPEKIAIOIINE
Bo3neiicTBusl Y®B-mu3nyyeHus:, OIHAKO aHTPOIIO-
reHHble (haKTOPhI MOTYT BBI3BIBATh pacllicIUIeHUE
o3oHa. B mocienHee BpeMs I100aJIbHBIN YpPOBEHb
030Ha HUXe, yeM B Hauvase 1970-x Ir., u BO3BpaT K
TOMY COCTOSIHUIO HE OKHMIACTCS B OJIMKAMIINeE Tecs-
tunetust (McKenzie ef al., 2007). CooTBeTCTBEHHO,
OTMEUEHO M 3HAYUTEJIbHOE IIOBLILICHUE YPOBHSI
Y®B-uznyuenus B 6uochepe (Ballare et al., 2011).
Takasg TeHIeHLUSI HaeT OCHOBaHWE IPEAIoJararhb,
YTO KMBBIE OPTaHMU3MEI OyIyT IOCTOSIHHO IIOABEP-
raThbCsl BO3NEHCTBUIO 00Jiee BHICOKOMHTEHCHUBHOTO
YO®OB-u3nyyeHus U B yBEJIMUMBAIOLIMIXCS 103aX.

Pacrenuns mudpdepeHIMpoBaHHO pearupyloT Ha
UHTeHCUBHOCTh Y®B-m3nydyenus (Ulm, Nagy,
2005). ITpu Hu3Koit nHTeHCUBHOCTU Y DB-(pOTOHBI
nocpeactBoM UVRS8-doropenentopa peryampyoT
9KCIpeccHIo pa3InuHbIX reHoB (Morales ef al., 2013).
Cpenu HUX 0oco0oe 3HaYeHUe IS aganTallii pacTe-
HUii1 K cojiHedHOMY Y ®B-u3nydyeHUI0 UMEIOT Ie€HHI,
Koaupyloine (pepMeHThI CUHTE3a (PI1aBOHOMIOB, KO-
TOpbIEe BKPAHUPYIOT SMUICPMaibHble TKAHU OT IPO-
HUKHOBEHUS 3TOr0 U3JTydeHMsI, 1 (hepMeHTHI (DoTOpE-
napaunu Y ®B-nospexnennii JTHK (Jenkins, 2009).
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BricokounteHcuBHoe Y®B-o0iyyeHue pacre-
HUI BBI3BIBACT pa3jWyHbIe MOJIEKYJISIpHBIE ITOBpE-
XKIEHUS B KJIECTOYHBIX CTPYKTYpPax, COIIPOBOXAAaeMbIe
HapymeHueM ux ¢yHakuumii (Brosche, Strid, 2003;
Frohnmeyer, Staiger, 2003; Jenkins, 2009). Oco6oe
3HAYEHME C TOYKU 3pECHUS OMOJIOTrMYECKUX MOCIEI-
cTBUit meiictBust Y ®B-u31ydyeHNUST Ha KIIETKU UMEET
noBpexaenne [IHK, cBsg3anHOoe ¢ oOpa3oBaHMEM B
Heil psga GoTonpoayKTOB, INIaBHBIM 00pa3oM MUPU-
MUIMHOBEIX nuMepoB (Cadet ef al., 2015).

B otBeT Ha noBpexnenue [JJHK B kneTkax 3arryc-
KaeTCs CJIOXHBIA CUTHAJBHBIM MEXaHU3M, KOTOPBII
aKTUBUPYET YEKITOMHTHI (checkpoints) moBpexxneHus
JHK, BbI3bIBAIOIIE OCTAHOBKY Pa3BUTUSI KJIETOY-
HOTO IIMKJIa. DTO, C OMHOI CTOPOHBI, YBEIMYNBACT
BpeMs AerictBust pepmeHToB penapauuu JHK, a c
JIPYroii — MOXeT MHAYLUPOBAaTh IIPOTpaMMHUPOBaH-
Hyo kiaetouHyio cmepTb (IIKC) mna ycrpaHeHust
KJIeToK ¢ HepenapupoBaHHoii JJTHK. OTMmeueHHBII
CUTHAJIbHBIA ITyTh, OOBEIMHEHHBIII TEPMUHOM “OT-
BeT Ha moBpexaeHune IHK”, sBiasgercsa He TOIBKO
¢dyHIaMeHTaJbHBIM IIPOLIECCOM 3allUThI KJIETOUHOM
JHK, HO Takke MeXaHU3MOM Tiepedayu MpaBUIb-
HOM reHeTU4YeCKoii MHPOpMalM OT OMHOI reHepa-
nuu K ciaenyromieit (Ciccia, Elledge, 2010).

MonekyasipHble MeXaHU3Mbl OTBETOB Ha IOBpE-
xaeHue JJHK m3ydeHBI B OCHOBHOM y JIPOXKEU U
XKMBOTHBLIX. HemaBHO HayaTomy JeTalbHOMY H3yde-
HUIO TAKUX MEXaHU3MOB Y PACTEHUIA, B TOM YMCJIe IPU
neiictBun Y®B-u3nyyeHus, CriocoOCTBYET CEKBEHM-
poOBaHUE TEHOMOB Yy HEKOTOPBIX U3 HMX. Ha ocHoBa-
HUW MPOBEAEHHOIO aHa/Iu3a y PACTEHUM BBISIBICHBI
MHOTHE TOMOJIOTU 3BOJIOLMOHHO KOHCEPBAaTHMBHBIX
KOMITIOHEHTOB CHCTEMbl OTBETOB Ha MOBpEXICHUE
JHK (Mannuss et al., 2012).

IMTomumo otBetoB Ha moBpexaeHue JTHK Bbico-
KonHTeHCUBHOe YDB-u3ydeHue BBI3BIBacT 0Opa-
30BaHUE B PACTUTEJIbHBIX KJIETKaX aKTUBHBIX (hOpM
kuciopona (ADPK) u ¢orookucautenbHbIit cTpecc,
4yTO comnpoBoxaaercs ¢pparmeHrauueir JHK, n3me-
HEeHUSIMHU saepHoit mopdosorun n B utore INTKC
(Lam, Zhang, 2012). Bce oTMeueHHBIE OTBEThI Ha
Y®OB-061y4eHe TTOBHIIIICHHOW MHTEHCUBHOCTU HE
onocpenyorcss UVRS8-dotopenienTopoM u peryiam-
pYIOTCSI APYTUMM CUTHAJIbHBIMU ITYTSIMU.

ILens paboThl — 0000IIIEHNE TOJTYYSHHBIX HEOAaB-
HO JaHHBLIX O MexaHu3Max Y®-MHIYLHUPOBAaHHOM
MMPOTPaMMUPOBAHHOI CMEPTU PACTUTEIBHBIX KJIETOK
n UVRS8-omocpenoBaHHOTO peryasiTOPHOTO ITyTH,
00eCIeYynBaIoNIeTOo 3allUTY U aKKJIMMAaTU3alIuIo pac-
TeHUIA IPU AeCTBUU coJIHeUHOro Y D B-n3nyuyeHus.

WHAYUMUPOBAHHbBIN YDB- .
OOTOPEUEINITOPOM UVR8 CUT'HAJIbHBIN
ITIVTh B KIIETKAX PACTEHHUU

B mocnenHue roabl MOKa3aHO, YTO BbI3BIBA€MEbIE
YO®OB-cBeTOM HEBBICOKOWI MHTEHCUBHOCTU OTO-
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MOp¢OTeHEeTUIYECKIE OTBETHI Y PaCTeHMI, BKIIIOYAST
SKCIIPECCUIO TEHOB, BOBJIEKAEMbIX B 3aIIUTY KJIETOK
ot YOB-u3nyuenus (Brown et al., 2005, 2009; Fa-
vory et al., 2009; Jenkins, 2009; Heijde, Ulm, 2012),
onocpenylorcss YDB-peuentopom UVRS8 (Rizzini
etal., 2011). B orcyrctBue Y®B-cBeTa oH o6pasyer
(YHKIIMOHAIBHO HEAaKTUBHLINA roMoguMep. CBSI3bI-
BaHME ABYX MACHTHUUYHBIX cyobenuuul B UVRE-au-
Mepe 00eCceunBaeTCs CJIOXKHOM CEThIO COJIEBBIX MO-
CTUKOB MEXIY 3apsDKEHHBIMU aMWHOKMCIOTHBIMU
ocTaTKaMM apruHMHa, acliaparvHa M IJlyTaMMHa Ha
IMOBEPXHOCTU NUMMEPHOTO KOHTakTa. TpurrodaHbl
(Tpmn), pacrionoXXeHHbIE MEXITy OCTaTKAMM apTUHUHA,
GOPMUPYIOT YHUKAJIBHYIO “TIMPAMUIHYIO” CTPYKTYPY
u ciayxar ceHcopamu Y®B-cera. OtcyrcrBHE Y
UVRS8 (poToaKTMBHOTO MPOCTETUIECKOTO XpoModopa
OTJIMYAET €ro OT BCEX NPYTMX U3BECTHBIX OMOJIOrMye-
ckux doroperientopos. [Nornomenue Y®B-doToHOB
Tpn285 n Tpu233 MHULMHMPYET Pa3phIBBI COJIEBBIX
MOCTHUKOB, YTO COIIPOBOXKIAETCSI NUCCOLMALIEit qu-
Mepa U oOpa3zoBaHMEM (PYHKIIMOHAIBHO aKTUBHBIX
UVRS8-monomepoB (Christie ef al., 2012; Wu et al.,
2012).

MonoMepnl B3amMopeiicTByioT ¢ E3-nmmrasoit
COPI. Drot 6enok — pernpeccop poroMopdoreHesa,
YOMKBUTUHUPYIOIIUI TPAaHCKPUIIIUOHHLINA (aKTop
HY35, 4T0 BBI3BIBAET €ro IpoTeacoMHYIO IeTpamalliio
(Rizzini et al., 2011; O’Hara, Jenkins, 2012). Bzaumo-
nerictBue UVR8-monomepa ¢ COP1 mpoucxogut B
TeYeHUE HECKOJbKMX MUHYT IIOCJIE IIOTJIOIIECHUS
UVRS8-numepoMm YDB-cBeTa U SIBJISIETCS OCHOBHBIM
MEXaHU3MOM IIepEKIIIOYCHMsI CUTHAJIa, KOTOPBIA
o0ecreynBaeT CTaOMIN3AlMIO0 TPAHCKPUIILIMOHHOTO
dakTopa HYS. B pe3yibTaTe MpOMCXOAUT aKTUBALIUS
SKCIpeCcCUU OOJIBIIMHCTBA T'€HOB, BOBJIEKA€MBIX B
UVRS8-dotoperyaaropnbiii myTth (Brown, Jenkins,
2008). DTO MPUBOIUT K 3alLUTE KJIETOK OT MOTEHIIU-
abHBIX Y®B-UHAYHMPOBAHHBIX MOBPEXICHUN U B
WUTOre K BbDKUBAHUIO PACTEHUIA HA COJTHEYHOM CBETY
(Favory et al., 2009; Stracke ef al., 2010) (puc. 1). B
HUCCIIENOBAaHUSX, MNPOBEACHHBIX C UVIS-MyTaHTaMU
MPU UX HU3KOUHTeHCUBHOM Y®B-061y4yeHUN, 110-
ka3zaHo, yTo UVRS8 BoBiekaeTcsi B peryiasiliui WH-
IYKIIUM TEHOB, KOOUPYIOIIUX (PEepMEHThI CUHTE3a
¢d1aBOHOUIOB U IPYTUX (PEHOTBbHBIX COENMHEHUN U
depMeHTHl doTopenapauuu Y DB-noBpexneHui
JHK (Brown et al., 2005; Favory et al., 2009; Cloix
etal., 2012). ®r1aBOHOUIBI, BHIMOIHSIONINE (DYHKIIAIO
OITUYECKOTO 9KpaHa, CBSI3aHHYIO C X CITOCOOHOCTBIO
rnorjiomaTh U auccunupoBaTh dHepruio YD®B-doTo-
HOB, 00J1a1aI0T TaK3K€ aHTMOKCUAAHTHBIMM CBOMCTBA-
MM U MOTYT TYLIMTh CBOOOIHBIE paguKaibl, odbecre-
yuBasi OOMOJIHUTEIBHYIO 3alllUTy KIeTOK oT YDMB-
noBpexneHuii (Buer ef al., 2010; Xie ef al., 2012).

KpomMe reHOB, BOBIE€KaeMBIX B 3aIlIUTY KJIETOK OT
YOB-usnyuenus, UVRS8 onmocpenyeT akTMBaLIMIO Te-
HoB, koaupyrolux 6enku RUP1 u RUP2 (repressors
of photomorphogenesis 1 and 2), KoTopble OEHCTBY-
JOT KakK HeraTuBHEBIE peryasTopbl UVRSE-myTi 3a cuer
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npsimoro B3amMmogeiictBus OenkoB (Gruber ef al.,
2010; Cloix et al., 2012). HegaBHO IMoka3aHo, 4TO B3a-
uMoaeiictBue RUPs ¢ UVRS BbI3bIBaeT OBICTPYIO €TI0
pEeBEPCHUIO M3 aKTUBHOM MOHOMEPHOII (DOPMBI B TO-
MmoauMmepHoe ocHoBHoe coctostHue (Heijde, Ulm,
2013; Heilmann, Jenkins, 2013) (puc. 1). HeratuBHast
peryaguusg  Y®B-MHIynIUupoBaHHOTO CUTHAIBLHOTO
MyTU HaOJIogaeTcsl TakKe IIpU B3aMMOACKHCTBUU
COPIlc 6enxkom BBX24, BcaeacTBue 4ero CTUMYJIM-
pyercsa dyukaus COP1 B momaBiaeHUW TPaHCKPHUIT-
nuoHHoit aktuBHocty HYS (Jiang et al., 2012).

Baxno, uro 6emrok COP1 BoBiiekaeTcst B peryjim-
pyeMbIe CBETOM OTBEThI, ONTIOCPEAOBAaHHBIEC HE TOJIBKO
UVRS8-penienTopomM, HO U KpUIITO- U GUTOXPOMOM —
doropenenTopaMu, aKTUBUpYeMbIMU CUHUM/Y DA-
ceetoM n K/JIK-cBeToM cooTBeTcTBeHHO. Bee Tpu
THMa (pOTOPELIEIITOPOB B3aUMOIEHICTBYIOT C OTHUM U
teM xe WD40-nomenom 6enka COP1 (Heijde, Ulm,
2012). BTum, oueBUAHO, OOBSICHSIETCS TOT (paKT, YTO
Y®B-ungyuuposanHoe B3ammoneiictBue UVRSE ¢
COP1 npu coBMecTHOM aeiictBun Y®B 1 Bunumoro
cBeTa npuBoauT K yctpaHeHuio COP1 u3 curHajb-
HBIX IYTEM, 3aIllyCKaeMbIX (DUTO- U KPUIITOXPOMOM
(Favory et al., 2009).

Npentuduxkanuss UVRS kak ¢doropeuenropa
Y®B-cBeTa U ycTaHOBJIEHME CBS3U IIPOLIECCOB 3allM -
Tbl OT Y®B-usznyyenust c UVRE§—COP1—-HYS5-nytem
ONpeNeIN MPOrpecc B ITOHMMAHWU IIPUHLIWIIOB
BocIpudaTUs pactreHusIMu YPB-¢doToHOB 1 mocie-
Iytolleii TpaHCAYKIIMU CBETOBOIO cCUTHaJla. BmecTe ¢
TeM B 3KCIIEpUMEHTax ¢ uvr8-2- um hy5S-amHusMu
STUOJIMPOBAHHBIX PACTEHUIA Y HUX HE OBLJIN BBISIBIIC-
HbI 3HAYUTEJIbHbIE (PEHOTUMUYECKUE OTAUYUS OT AU~
KOTO THMA, XU 3TO MO3BOJMJIO IPEANOJOXNUTh HAJIN-
4yue y pacTeHuit Kakoro-Tto gpyroro Y®B-peuentopa
(Gardner ef al., 2009). CorinacHo BBIABUHYTOM TUITO-
Te3e ATOT (POTOpPELENTOp IOrIoIaeT 6ojaee KOpoT-
Kue IauHbl BOJH B Y®B-o6mactu M peryaupyer
cTpeccoBbiii oTBeT. YMB-UHAYLIMPOBAaHHBIN CTpec-
COBBI MyTh, M3BECTHBIA TakxXe Kak “Y®d-oTBer”,
KOHCEpBaTUBEH Yy PaCTEHMI, TPOXKKEN U KUBOTHBIX
U BOBJICKAeT aKTUBAILUIO MUTOTECH-aKTUBUPYEMBIX
nporenHknHa3 (MAPKSs, mitogen-activated protein
kinases) (Ulm, 2003; Herrlich ef al., 2008). IToka3a-
HO, 4TO y Arabidopsis MAP-kuHa3ber 3 u 6 (MPK3 n
MPKG6) aktuBupyroTcst B oTBeT Ha YD B-cTpecc, a ux
OILIMOOYHAsI peryJisiius B mkp I-myTtanHTe 110 pocdaTaze
1 MAP-kuna3 (MKP1) Be3biBaeT nposiieHue heHo-
THIIOB C BBICOKOI YyBCTBUTEILHOCTHIO K Y D B-n3imyde-
Huto (Gonzalez Besteiro ef al., 2011). MAP-kuHa3a
6 n3BecTHa KakK Mo3uTUBHEIH peryisitop [1KC B mpo-
1ecce pa3BUTHUs PaCTUTEJIHLHOTO OpraHu3Ma (Hampu-
Mmep, ripu crapeHun) (Bartels ef al., 2009; Zhou et al.,
2009). C yyeToM 3TUX OAHHBIX IIpeariojaraeTcs, 4YTo
MKP1 obecrieuynBaeT 3a1IUTy OT BEI3bIBaeMOil YD B-
nanydenueM IIKC mocpencTBoM WMHIMOMpPOBaHUS
Y®B-unnyuupoBaHHbix MPK3- 1 MPK6-akTnBHO-
creii (Gonzalez Besteiro et al., 2011). PaccmoTrpeH-
Hble Y®B-mHULIMUpOBaHHbBIE CUTHAJIbHBIC MYyTU, a
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HYS 00000000000« HY'S  300000000000000000000000000000000¢

CHS, FLS, PHR1, UVR3
RUPI, RP2

amura ot YOB-uznyuyeHus,
aKKJIMMaTU3aIusl,
penapauus YOB-niospexnenuii JHK

Puc. 1. Cxema omnocpenoBaHHOTO (hOTOPELIENTOPOM
UVRS8 curHajabHOro IyTv, IPUBOMISIIEIO K PEryasuuu
akcnpeccum reHoB. CHS — chalcone synthase, FLS — fla-
vonol synthase, PHR1 — photolyase 1, UVR3 — UV repair
defective 3.

MMEHHO WHIYLMPOBaHHBIN cTpeccoM MAPK-myTh 1
UVR8—COP1—-HYS5-11yTh, He 3aBUCAT OIUH OT APY-
roro, HoO COBMECTHO MOTYT OIIPEIEeJISITh TOJIEPaHT-
HOCTb pacTeHuii K YD B-usnyyeHuo.

NMHAYLOUPOBAHHAA
BBICOKOMHTEHCHBHBIM Y®B-
HN3JIIYYEHUEM ITPOTPAMMMWPOBAHHAA
CMEPTDb PACTUTEJBbHBIX KIIETOK

BricokonnteHcuBHoe YPB-uszinyyeHre MHIYLIM -
pYeT B KJIeTKaX pacTeHUI OKUCIUTENbHBINA CTpecc U
cuibHoe noBpexaeHue JITHK, 4To MoxXeT akTMBUPO-
Bath npouecc IIKC. ¥V xkuBoTHBIX HanboJIee N3y4eH-
Hoit popmoii ITKC sgBasgercs anonTo3 — reHeTude-
CKM KOHTPOJIMPYEMBIM MeXaHW3M, HallpaBJICHHBIA
Ha MocJIeA0BaTe/IbHOE YHUUYTOXEHIME CHJILHO ITOBpE-
KIEHHBIX KJIETOK. AMNONTO3 XapaKTepU3yeTcsl TaKu-
MU CIIeHM(UIECKUMU IIPOSBICHUSIMU, KaK, Hallpy-
mep, dparmentanus JHK ¢ obpazoBanuem JIHK-
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“nmemmepa” (DNA ladder), KoHmeHcamuss XxpoMaTHA
1 cxkatue KieTku. Y pacteHuit mexanusMm [TKC uzy-
YeH B MEHBIIIE CTeNIeH, OMHAKO OH BKJTIOYAET B ceOs1
MHOTHE KOHCEpPBAaTUBHBIC KOMIIOHEHTBI, TUIINIHbBIE
IIJISE alloNTo3a XUBOTHBIX KiIeToK (PomuueBa u ap.,
2012; Lam, Zhang, 2012; Yoshiyama et al., 2013a).
Kpome Toro, nipu I1KC, BrizBaHHOIT Y®PB-uznyye-
HUEM, y PacTeHUil BBISIBJICHbI OTMEUYECHHBIC BBIIIIEC
Mmopdonornueckue TnpusHaku (Reape, McCabe,
2008; Lytvyn et al., 2010). OTMeTHM, YTO y pacTeHUI
yXe UACHTU(GULIMPOBAH PsJ TEHOB, BOBJIEKAEMbIX B
IIKC B otBeT Ha Y®B-ob6ayueHue (Nawkar et al.,
2013).

Y®B-nospesxcoenue JJHK: poav 6 ocmanoske kie-
mounoeo yukaa u undykyuu IIKC. JHK — onHa u3
[JIAaBHBIX KJIETOYHBIX MUILIEHEN MPU MOBPEXIaIoIIeM
neiictBuu Y®B-uznydeHus Ha pacTeHUs . YCTaHOB-
JICHO, UTO TMOBBIIIEHNE YPOBHS colHeuHOro YMB-
u3slyueHust B 6uocdepe, BbI3BAHHOTO IJIUTEJIbHBIM
HUCTOLIEHUEM CTpaTOC(HEpPHOro O30HOBOIO CJOS,
YMEHBIIIaeT TEHOMHYIO CTaOMJIbHOCTb PACTUTEIbHBIX
nomnyisuuii (Ries ef al., 2000). @orounl YO B-uzny-
YyeHHs, KaK U “HedKosiorndyeckoro” Yd-usziyyeHus
C-o6mactu (YOC, 220—290 uM), 3 HEKTUBHO MH-
nyuupytoT oopaszoBanue B JJHK HeckombKkux TUTIOB
(GOTONPOIYKTOB, N3 KOTOPBIX OMOJIOTUYECKI Han0O-
Jiee 3HAYMMBI ILIMKJIOOYTaHOBBIC THUPUMUINHOBBIC
mumepbl (LI1J) u (6—4)-annykTer (Sinha, Hader,
2002).

B pactreHMsIX GyHKIIMOHUPYIOT TPU OCHOBHbIE Pe-
MapaloHHbIE CUCTEMBbI, HallpaBJICHHbIE HA yCTpaHe-
Hue Y®-nopexnenuii JIHK, a mmenHo: depmeHra-
tuBHas dortopeaktuBaums (Teranishi er al., 2008),
9KCLIM3WOHHAs penapaius HykiaeotunoB (Liu ef al.,
2000) m romomormuHas pekomOmHanusi (Dubest
etal., 2002). MoTtopeakTUBALISI OCYIIECTBIISCTCS C
yyactueM aByX depmeHToB — IIIIJI-doTonuassl u
(6—4)-dporonuasel, KOTOpble (HOTOPENApUPYIOT
LIIO u (6—4)-amnykThl COOTBETCTBEHHO (Sancar,
2008). BaxkHO OTMETUTh, YTO MyTAaHTHBIC pacCTCHUSI,
nedeKTHbIE MO0 TeHaM, KOAUPYIOIIMM 3TU ¢dhoToaua-
3bl, MPOSIBISIOT MOBBILIEHHYIO YYBCTBUTEIBHOCTD K
Y®B-o6ayuenuio (Nakajima et al., 1998; Teranishi
et al., 2008). AHaoTMYHEIN 3(pdeKT HabIomaeTcs 1
Yy MyTaHTa 0 3KCUM3NOHHOI penapauun (Liu et al.,
2000).

Kak otMeueHo BbIlIe, 3(D(PEeKTUBHOCTD OeCTBUS
cucteM pemnapauuu JHK MoxeT OBITh IOBBIIIEHA
BCJICACTBME aKTUBALUM YEKIIOMHTOB ITOBPEXKICHUS
JHK, KoTopble ocTaHaBJIMBAIOT pa3BUTHUE KJIETOU-
Horo uukia (Zhou, Elledge, 2000). Y XUBOTHBIX MO-
JIEKYJSIPHBII ME€XaHU3M YEKIIOMHTOB ITOBPEXIEHUS
JHK Bkit04aeT B ce0s1 HECKOJIBKO O0EJIKOBBIX KOMIIO-
HEHTOB, TaKMX KaK ceHcopHble ATM- n ATR-kuHa3HI,
nerektupytoime nospexnenus JHK n nanimmpyio-
M€ KacKaabl TPAHCOYKIIMUA CUTHaja MOCPEICTBOM
dochopumpoBaHrsl CUTHAJIBHBIX YEKIOMHT-KMHA3
(Cimprich, Cortez, 2008; Shiloh, Ziv, 2013). OTtu cur-
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HaJIbHbIE KWHA3bl aKTUBHUPYIOT Oenok pS53 (tumor
Suppressor) M WHAKTUBUPYIOT LMKJIMH3aBUCUMBIE
KWHAa3bI AjI1 UHIMOMPOBAaHUS Pa3BUTHUS KIIETOYHOTO
mukiaa or Gl x S (G1/S-4eKnoiHT), peruIMKaun
JHK (gexknoitHT Ha S-da3ze), uam or G2 K MUTO3Y
(G2/M-uexknoiinr) (Sancar et al., 2004; Ciccia,
Elledge, 2010). AktuBupoBaHHBI ((ochopuanpo-
BaHHBIN) 00K P53 UrpaeT riaBHYIO pojb B BEIOOpE
KJIETKOM IIyTM B OTBET Ha CTENEHb ITOBPEXKICHUS
JHK: mn6o monBeprHyThCSI OCTAHOBKE KJIETOYHOTO
LIMKJIa, YTOOBI TIOJIyYUTh BpeMs I perapaiuu Io-
BpEXICHMI, TMOO0 TP MHOXECTBEHHBIX Hepellapu-
pyembix nedexkrax JAHK wHDyIMpoBaTh arorros
(Helton, Chen, 2007).

M3 mepedrclieHHbIX KOMIOHEHTOB y pacTeHUit
HalineHbl ATM- u ATR-K1Ha3bl, KOTOpble UHULIUU -
py1oT oTBeThl Ha rToBpexaeHue JJHK (puc. 2). ATM-
KMHa3a pearupyeT Ha pa3pbiBbl B 1BYX Liersix JHK, a
ATR-xunaza gerektupyeT pa3pbiBbl 1 LIT1, oOpa3zy-
eMmble B ogHoM 1tern. IlokaszaHo, uto y Arabidopsis
ATR-kuna3za u ee maptHep ATRIP (ATR- Interacting
Protein) y4acTBYIOT B ITOBBIIICHUM TOJEPAHTHOCTU
KIeToK K Y®OB-o6myuenuto (Culligan et al., 2004;
Sakamoto et al., 2009). DTo moaTBepKaaeTcsl JTaHHbI-
MU O TTOBBIIIEHHO YyBCTBUTENHLHOCTU K Y DB-13i1y-
yeHnio ATR-meduImmTHOTO MyTaHTa M BBICOKOM
YPOBHE CMEPTU MYTAHTHBIX KJIETOK B PE3y/IbTaTe U3-
MeHeHMs YyeKItoitHTa Ha G2-(da3e KIeTOYHOro IUKJIa
(Culligan et al., 2004). Kak ycTaHOBJICHO B 9KCIIepPH-
MEHTaxX C CUHXPOHM3UPOBAHHBLIMMU KJIETKAaMU KOp-
Heli Arabidopsis, Y ®B-nospexnenue JIHK BbI3biBa-
eT MOOYJISIIUIO SKCIIPECCUM PETYISITOPHBIX T'€HOB
KJIETOYHOTO LIMKJIa mpu nepexone oT G1 xk S u ero
OCTaHOBKY Ha 3Toi ctaguu (Jiang ef al., 2011). Ocra-
HOBKa 1mepexoga ot G1 K S paccMaTpuBaeTcst Kak Me-
XaHU3M 3aluThl OT YPB-u3ayyeHus1, CBI3aHHBIN C
yYBeIMYCHUEM BpeMeHM perapanuu Y ®B-uHpynm-
poBaHHBIX ToBpexxaeHMM JIHK 1o ee perummkanmm.

[IpencraBisioT UHTEpPEC JaHHBIE O TIPSIMOM CBSI3U
apecTa KJIETOUHOTIo MKJIa rpu nepexone or G1 Kk S u
BBICOKOI'O YPOBHSI cMepTHOCTA BY-2-Ki1eTok Tabaka
¢ HakoruteHueM B JJHK mnipu 6osbiimnx go3ax Y®OB-
uznydeHuss LITJ v omgHOlIEMOYEeYHBIX pPa3pbIBOB
(Takahashi et al., 2015). bonee Toro, y Arabidopsis Ha
S-¢a3e KIIeTOYHOTO LIMKJIa B pe3yJIibTaTe KoJjulalca B
Briikax permmkanuu JJHK moryr ¢dpopmMupoBathes
JIBYXLIEIIOYSYHBIE Pa3phbiBbl — IVIABHOE IIPEIISITCTBUC
LIEJIOCTHOCTH TeHoMa 1 ocHoBHas mpuuymHa [1KC
(Furukawa et al., 2010; Curtis, Hays, 2011). IIpu eme
b6ojiee BbICOKMX mo3ax Y®B-obmyyenuss B BY-2-
KJIeTKaxX MHIYLIUPYETCS CIlenn(puIHasT HYKICOCOM-
Hast ¢pparmeHTauus JHK (HeoTbeMiieMblii KOMIO-
HeHT [1KC), a Takxxe HaGII0MAIOTCS TUITAYHbBIC IS
aronTo3a MOp(OJIOTNYEeCKHe IIPU3HAKUA — CXaTHhe
KJIEeTKM 1M KOHAEHcalus XpoMaTtuHa B sape (Lytvyn
etal., 2010).

BaxHpIil 3Tanm B U3y4eHUM MEXaHU3MOB 4YeK-
noiaTOB 1 [1KC y pacteHnii cBsg3aH ¢ OOHapyKeHM -
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eM y Arabidopsis TpaHCKPUIIIIMOHHOIO (akTopa
SOG1 (SUPPRESSOR OF GAMMA 1) (Yoshiyama
et al., 2009) — peryasTopa OTBETOB Ha MOBpPEXIeHUE
JHK. Ero aktmpanmsg HeobOxommMa IS OOJIBIIITH-
CTBa TaKUX OTBETOB y pacTeHUIi, BKJIIOYas TpaH-
CKPUIILIMIO, OCTAHOBKY KJIETOUHOTO LIMKJIA U CMEPTh
kietku (puc. 2). I[Tokazano, yro SOG1 ¢pochopunn-
pyercs ATM-KuHa30ii B OTBET Ha ITOBpEKICHUE
AHK (Yoshiyama et al., 2013b). Hedbochopunupo-
BaHHBIN SOG | -MyTaHT yTpaunlBaeT ITO4YTH Bce (pyHK-
muu SOGI, T.e. pochopunupoBaHme HEOOXOIUMO
ISt ero pyHKIMOHUpoBaHus. M3 aHanu3a pyHKIIMA
n Mexaam3ma peryiagonn SOG1 ciaenmyer, 94To poJib
SOG1 B cucreme orBeToB Ha moBpexkaeHue JHK
CpaBHMMa C TaKOBO mis1 p5S3 y KUBOTHBIX. [ToaTOMY
SOG1 paccMmaTtpuBaeTCcd KaK KIIOUEBOI pPEryiasiTop
orBeToB Ha noBpexaeHue JAHK y pacrenuii (Yoshi-
yama et al., 2013a).

INpencraBiasioT uHTEpeC JaHHbIE O (DYHKIIMOHU-
poBanuu SOG1 B pasHbIX oTBeTax Ha Y ®B-uHoynu-
poBanHoe moBpexneHue IHK—-ITKC (Furukawa
etal., 2010) 1 UHrMOMpPOBaHUSI POCTA TUITOKOTUJIS Y
STHUOJIMPOBAHHBIX IIPOPOCTKOB BCIICACTBHE OCTAHOBKH
kierouHoro 1ukia (Biever et al., 2014). Ilocnegumit
MpHUMep BIIepBBIC TTOKA3bIBACT, YTO TUITMIHEINA (POTO-
MOp(dOTeHEeTHUECKNIA OTBET MOXKET OBITH 00YCIIOBIIEH
HE CHEIUATM3UPOBAHHBIM PETYISITOPHBIM PELEITO-
poM Y®B-cBeta (Hanpumep, UVRS), a 3ammyckoM me-
XaHW3Ma, CBSI3aHHOTO ¢ oTBeToM Ha Y®B-moBpexme-
Hue JHK.

Ponv YD-undyuuposanmvix npoyeccos 06pazoeanus
ADK u akmusayuu memarxacnasz ¢ IIKC. YDB-uzny-
YeHUE BbICOKOW MHTEHCUBHOCTHU BbI3bIBAET B KJIET-
Kax pacTEeHUI OKMCJIMTEJbHBIN CTPECC B pe3yjibTaTe
o6pazoBaHuss ADPK B MUTOXOHIPUSIX U XJIOPOTLIa-
crax (Mackerness et al., 2001). B 1mrazmatudeckoii
MmeMm6paHe HAJI®H-okcumaza mnpu IOIJIOLIEHUN
Y®B-cBeta 3HEeKTUBHO TeHEPUPYET CYNMEPOKCUI-

HBIi1 aHnOH-panukai kucioponaa O; (Kalbina, Strid,
2006). DTOT KUCIIOPOAHBII paguKai, (GopMUpyeMBblit
MyTEM OJHOBJCKTPOHHOI'O BOCCTAHOBJIEHUSI MOJIe-
KYJISIPHOT'O KMCJIOpOAa, IPaKTUIECKU He pearupyer ¢
OOJILIIMHCTBOM OMOJIOTUYECKUX MOJIEKyT. OmHaKo
OH MOXET MOABEPraThCsl CIOHTAHHOMN WK (PepMeH-
TaTUBHOI OUCMYTAllUM C OOpa3oBaHWEM MEpPeKUCU
Bonopona (H,0,) — apyroii obnanaouieit maioi pe-
aKLMoHHOM akTuBHOCThIO ADK, KoTOpast critocooHa
MUTPUPOBATH 10 BCEii KJIIETKE W BhI3bIBATH B IIPUCYT-
ctBun Fe?' nporekanue MeHTOH-peakluy, TEHEPU-
PYIOLIEN BBICOKOPEAKIIMOHHBIN TUIPOKCUJIBHBIN pa-
mukan “OH. 'mnpokcuabHBI pamuKan pearupyer C
JHK, a Takkxe ¢ 6e1KaMu ¥ INTAIAMHA MEMOpaH IT0-
CPEACTBOM IIPUCOCAUHEHMS K IBOMHBIM CBSI3SIM WU
OTpbIBa aTOMOB Bogopoaa. O0e peaKiny IPUBOISAT K
00pa30BaHMIO HEUTpPaTbHBIX PAAMKAIOB MOJIEKYI —
MPEaIIeCTBEeHHUKOB TEPOKCUJBbHBIX  PaaUKaJoB,
BO3HUKAIOIINX B IPUCYTCTBUM MOJIEKYISIPHOIO KIC-
Jiopoja.
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JIByX1IeIIOYCYHBII JledekT B ogHOII LIenu
pa3phIB (muMep TUMUHA)
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ATM
SOGI1
Penapanms YexkmoitHT [IporpamMmMmupoBaHHast
JHK KJIETOYHOIO IIMKJIa  KJI€TOYHAasl CMEPTh

Puc. 2. YripouieHHast cxeMa IyTeil oTBeTa pacTUTEIbHON
kinetkn Ha Y®B-nospexnenune JJHK. CurHan nospe-
xnenust JHK gepe3 curnanpabie ATM- nnu ATR-kuHa-
3bl ¥ LeHTpaibHbIi 3ddexkTop SOG1 MOXeT BbI3bIBAThH
apecT KJIETOYHOTro 11KIIa 1 aubo penaparuio JHK, 116o
MPOrpaMMUPOBAHHYIO KJIIETOUHYIO CMEPTb.

IMTomumo OH-pagmukana CMIIBHBIM OKUCIIMTEIECM
OMOJIOTUYECKMX MOJIEKYJ SIBIISICTCS CHUHIJICTHBIA
kucnopon ('0,). OH oOpasyeTcs IyTeM IepeHoca
SHEPIUM C TPUILJIETHOTO YPOBHS (DOTOCEHCUOMIN3Aa-
TOpa Ha KUCJIOPO[I, KOTOPHI 13 OCHOBHOTO TPUILIET-
Horo coctosHust (*0,) eEpeXOIUT B CUHIJIETHOE BO3-
OyXIeHHOE COCTOSTHHE B pe3yJjibTaTe oOOpalllcHUs
CIIMHA OTHOIO M3 IBYX HECHAPEHHBIX DJIEKTPOHOB Y
30,. U3BeCTHO, YTO B XJIOPOIUIACTAX PACTUTEILHOM
kietku 'O, MoxeT hhopMupoBathes B peakiuu *0O, ¢
¢doTOBO30YKIeHHBIM xnopodnaiaoMm. HeanekBaTHas
JIVCCUIIALINS M30BITOYHOM SHEPTUN BUAMMOIO CBETa
B ITpoliecce GOTOCMHTE3a MOXKET IMPUBECTHU K 00pa3o-
BaHMIO TPUILUIETHOTO COCTOSIHMS XJIOpoduiia, B KO-
TOPOM OH CIIOCOOEH pearuposath ¢ *0,, reHepupys
'0,. Tenepuposath 'O, MOTYT U Apyrye MOMIOLIAK0-
mue YDA (320—400 HM) ¥ BUIUMBIM CBET MOJICKYJIbI
(mopdupuHbl, (IaBUHBI), COAEpKAIINECsS B Opra-
HeJulaxX Y LIMTOIUIa3Me pacTUTeIbHOM KileTKu. OnHa-
KO MHGpOpMaALMSI O KJISCTOYHBIX Xpomodopax, CIo-
COOHBIX CEHCUOMIM3UPOBATh 0OpasoBaHue 'O, npu
neiictBun Y®B-cBeTa, 1moka orcyrcTByet. IloaToMy
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HIDKE paccMaTPUBAIOTCS OKUCIUTENIbHbIE PeaKIINu,
WHULUMPYEMbIe B OMOJIOTMYECKU BaXKHBIX MOJIEKY-
nax Tonbko OH-pagukaioMm, KOTOpbIA MOXET OBITh
00pa3oBaH MocJjie HadaJlbHOU reHepauuu Y®B-cse-
TOM CYNEPOKCUIHOTO aHMOH-paarKaia KUCJIopoa.

B JHK peaxkiuu ¢ yuactueM OH-pagukana BbI-
3bIBAIOT PSIJl OKMCIUTEIbHBIX TOBPEXKICHUIA: pa3phl-
BBI LIETIM, OKMCJIEHHbIE TUPUMUINHOBbIE OCHOBAHUS
U MoaudUIMpPOBaHHBIE ITYPUHOBBIE OCHOBAHUSI,
[JIaBHOE M3 KOTOPbIX 8-0KCOryaHWH. MeXxaHU3M 00-
pazoBaHUsI 8-OKCOryaHMHA MOXET 3aKII09aThCs B
npucoenuHennn “OH k C8-ryanuHa ¢ ¢oopMupoBa-
HHUEeM 8-TUIPOKCH-7, 8-TUrnaporyaHuiI-pagnkana v
MOCJIETYIOIIUM €ro OTHORJIEKTPOHHBIM OKUCJIEHUEM
o 8-okcoryannHa. Hanbosee BeposTHBIIA MeXaHU3M
oOpazoBanus pa3pbeiBoB B JIHK cBs3an ¢ “OH-omo-
cperoBaHHBIM OTphIBOM Bomopona ot C3, C4 u C5
2-ne30Kcupu60o3nl. CiienyeT OTMETUTh, YTO Ha JOJIIO
OKHCJIMTENIbHO TeHepupyeMbix noBpexneHuin JTHK
mpuxomutcs ~ 1% He3aBUCUMOTO OT Kuciiopona dop-
MMPOBaHUS TIMPUMUINHOBBIX TUMEPOB, COCTABJISIIO-
IIMX IIPeo0IagaroIIMii TUIT OMOJIOTUYECKHN 3HAYMMBIX
Y®B-unayunposanubix gedekros JHK (Cadet
etal., 2015).

B 6es1kax oKuCIeHUIO TTOABEPKEHBI OCTaTKU TUCTU-
IUHa, TpunToaHa, TUPO3UHA, IMCTeMHA, METUOHUWHA,
apruHuHa U Ju3uHa. B pesynbTaTe X OKHUCIEHUST MO-
I'yT 0OPa30BbIBATHCS IEPOKCUIBI M COEAMHEHMSI C Kap-
OOHWJIBHOI TPYTIIOi, CIIOCOOHBIE MHTMOUPOBATh aK-
TUBHOCTB O0enkoB (Moller ef al., 2007). IIpn B3anMo-
neiictBum pagukaia OH ¢ 60enkamu, conepxKaluMu
LIMCTEVH, TIPOUCXOJIUT OTPBIB aTOMa BOAOPO/Ia OT €TO
CYJIb(PIUAPUIBHON TPYINbl U 00pa3oBaHUE TUUJIO-
Boro paavkana. CIIMBKY TUMJIOBBIX PAAVKAIOB ABYX
LIUCTEMHOB (OPMUPYIOT AUMEpbl LIMCTEUMHA Yepe3
IUCYJIbMUIHBIA MOCTHK U arperaTbl 00Jiee BBICOKOTO
nopsinka. CIIMBKM MOTYT TakXKe O0Opa3oBBIBATLCS B
pe3yibTaTe OKMCJICEHUS OCTaTKOB TMCTUIMHA JI0 CO-
JiepKallux KapOOHWIbHYIO TPYMITy COeAUHEHUM TTpU
MX B3aUMOJACHCTBUU ¢ OOKOBBIMU LIETISIMA OCTaTKOB
JIM3UHA, HUCTeWHa U apruHruHa. KoBajieHTHbIe CIINB-
KU, JieXallie B OCHOBe (pOpMUPOBAHMS BBICOKOMOJIE-
KYJISIDHBIX arperaToB, — oOIllee CIEACTBUE OKHUCIIEe-
HUs OenkoB. OKUCIUTENbHAs Aerpagalusi aMUuHO-
KHUCJIOTHBIX OCTAaTKOB COMPOBOXIIAETCS 3aMETHBIMU
M3MEHEHUSIMU B (PU3UKO-XMMUYECKUX CBOMCTBaX
0OeJIKOB, MOAAaBJICHUEM aKTUBHOCTEil CBSI3aHHBIX C
MeMOpaHoi (pepMEHTOB U HApYLLIEHUEM TPAHCIIOPT-
HbIX (PYHKIIMIT MeMOpaH.

B ocHoBe okucCIUTEIbHON nerpamaluu JUITMI0B
MeMOpaH B npucytcTBurn APK jeXuT nepekucHoe
OKUCJIEHWE  HEHACBIIIEHHBIX JKMPHBIX KUCIOT
(HXK). TunpokcunbHbIi pagukal WHULIAUPYET
3TOT Tpoliecc TTyTeM oTpbiBa Bogopoaa oT H2KK nu-
muna (LH) m obpa3oBaHMs alKWJIBHOIO paguKaja
(L"). B3aumopeiictBue L° ¢ KuciIoponoM IpUBOIUT
K 00pa3oBaHUIO NepOKCHIBHBIX pagukaiioB (LOO),
Mocjeayolne peakiium KoTopbix ¢ npyrumu LH re-
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HEpUPYIOT HOBbIE pagukaiabl L° M 3KBUBaJeHTHBIE
komuectBa Tuaponepokcunos (LOOH). Comyr-
CTBYIOIIIMMU TIPOAYKTaMM CBOOOIHOPAANKAIbHOTO
nepekucHoro okuciaeHus aunuaon (ITOJI), koTopsie
00pa3yloTcs NpY UMKIU3ALUU EPOKCUIbHBIX paan-
KaJIOB M CUMTAIOTCS KOHEeUHBIMU TTpoaykTtamu ITOJI,
SIBJISIFOTCSI MAJIOHOBBIN nuanbaerun (MJIA) u npyrue
coeqMHeHUs ¢ KapOoHWIbHEIMUY rpynnamu (Girotti,
2001). MuTtepecHo, yTO 371eKTpOoduIbHBII MJIA Mo-
KET MUTPUPOBATh BHYTPU KJIETKM U pearupoBaTh C
HECKOJBKMMH aAMUHOKHCIIOTHBIMM OCTaTKaMU B O€JI-
kax u ¢ ryaundoM B JIHK. ITocne mpucoennHenns
MJIA K aMUHOTpYIIIe TYaHWHA U MOCJIEeAYIOIIUX pe-
aKIMi TUKIM3aluY U TeTuapatauun (GopMUpPYETCs
amnykt MJIA ¢ ryanmaoMm. IlpoucxomuT nu reHepa-
LISl TAaKOTO aJayKTa MpU BO3ACUCTBUM Ha KIIETKU
Y®B-usnydeHust, B HaCTOsIlee BpeMsI HEU3BECTHO
(Cadet et al., 2015).

HN36eiTouHast reHepanust AM®K BBICOKOMHTEH-
cuBHbIM Y®DB-usinyyeHueM, comnpoBoxaaeMasi MH-
teHcupukanueit mpoueccon I1OJI 1 okucInMTEeILHOMN
JIerpagali OeIKOB, BhI3bIBAET OBPEXKIEHNE CTPYK-
TYphbI, HapylIeHUe (PYHKIU 1 6apbepoOB MPpOHUIIAC-
MOCTH IUIa3MaTUYECKOM MeMOpaHbI, a TaKXKe MeM-
OpaH XJIOPOIUIACTOB M MUTOXOHAPUIA, UTO MOKET
MIPUBECTU PACTUTEIbHYIO KIETKY K HEMUHYEMOM -
6emm. OMHAKO B HOPME 3TOr0 HE IPOMUCXOIUT, UTO
OOBSICHSIETCSI HaIM4YMeM B KJIETKaX ITyjla OOJIbIION
TPYNIIbl 9H3MMOB M HEIH3MMATUYECKUX COEIUHEe-
HU, MPOSIBJISIONINX aHTUOKCUAAHTHBIE CBOMCTBA U
o6esBpexuBaonx ADK 6e3 o6pazoBaHUsT KaKUX-
JIMOO APYrux TOKCHMYECKMX BelllecTB. B meTokcuka-
1 ADPK NMpuHUMAIOT y4yacTrue BICOKOMOJIEKYJISIP-
HbIe (bepMEHTBhI- aHTUOKCHUIAHTHI, CPear KOTOPBIX
BaXKHEHIIYI0 pOJb HUIPAIOT CYNEPOKCUIIMCMYyTa3a
(COM), karana3a, ackopbaTepoKCUaa3bl U TIyTaau-
oHItepokcHaasbl. K HU3KOMOIEKYJISIPHBIM aHTUOKCH -
JIaHTaM OTHOCSITCSI aCKOPOMHOBAsI KUCIO0Ta, TIyTaTh-
OH, O-TOKO(Mepos, KapoTUHOUALI U (hJIABOHOUIBI
(Mittler ef al., 2004).

CO/l — nHambosee 3(HEKTUBHBIN dH3UMATHYE-
CKWIT aHTUOKCHUAAHT, TIPUCYTCTBYIOIINIT BO BCeX CyO-

KJIETOUHBbIX KommapTMmeHTax. COJl ycrpansier Oj ,
KaTaJu3upys ero TUCMYTalUIio U YMEHbIIIasl TeM ca-
MbIM puckK opmupoBanus “OH. Ilepekuch Bogopo-

na, obpasyrolasics B peakiiuu aucmyranuu O, , yna-
JiieTcsl  KaTajas3oil W ackopOaTepoKcHUaa3aMMu,
BKJIIOYast (pepMEeHTHhI IITyTaTUOHACKOPOATHOIO ILIMK-
Ja. AcKopOaTnepoKcuaasbl UCHOIb3YIOT acKOpOU-
HOBYIO KHCJOTY B KayecTBE NOHOpa 3JEKTPOHOB,
BoccTaHasnuBaomux H,O, no H,O. Euie onHa rpym-
ra repoKcuia3, NIyTaTUOHIIEPOKCUAA3bI, UCIIOIb3Y-
0T MIyTaTUOH st BocctaHoBiieHuss H,O,. Kpome
TOTO, OH MOXET BOCCTaHaBJIMBATh I'MAPOIEPOKCUIIbI
JIMOIUAOB OO CHUPTOB, WU MOITOMY HAETOKCUKAIIUS
TUAPOIIEPOKCUIOB TIYyTaTUOHIIEPOKCUIA3011 MOXKET
npenorspamiath LOOH-3aBucnMyo MHHUIIMALIIAIO
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TN MEPEKMCHOIO OKHUCICHMHA B XJIOpoIliacTtax M
MUTOXOHAPUAX, TAC JIOKAJIM30BAaHBI TIJIYTaTHMOHIIC-
POKCHOA3bI.

Hetokcukanuss APK depMeHTaMU-aHTUOKCU-
JIaHTaMU, a TAaKXXe OTMEYEHHBIMU Bblllle HU3KOMOJIe-
KyJIIPHBIMU MOJIEKYJIAMU-aHTUOKCUAAHTAMU, 00ec-
MEeYNBaEeT 3alIUTY KJIIETOK B YCJIOBUSX AEUCTBUS Ha
pacTeHUsT HU3KOMHTeHCUBHOTO Y®DB-mamydeHwus.
OIHako IIpU BBICOKOMHTEHCUBHOM Y®DB-00iyue-
HUUM paBHOBecue Mexay obpazoBaHueM ADPK u mux
00e3BpeXMBaHMEM HapyllaeTcsl, YTO BbI3bIBaeT IO-
BoilieHue ypoBHS ADK B kieTkax. MHTepecHO, 4TO
MPU UHTEHCUBHOM Y PD-00J1ydeHUN U HEITPEPHIBHOM
neiicteuu BunuMoro cBera ADK, oOpaszoBaHHBIC B
XJIOpOIJIacTaX, MOTYT MOBPEXIaTb COCEIHUE MUTO-
xoHapuu (Gao et al., 2008). AOK uHIyLMpyIOT B MO-
JIEKYJISIDHBIX KOMIIOHEHTaX KJIETOYHBIX CTPYKTYP
OKUCJIUTEJIbHbIE NECTPYKTUBHbIE pPEaKIUUM U Hapy-
IIeHue MX (PyHKIIMHA, a TAaKKe CIIOCOOHBI 3aITyCcKaTh
npouecc INKC y pacrenwmii. [TokazaHo, uto ADK
NEeUCTBYIOT KaK CUTHAJIbHbIE MOJIEKYJIbI, BbI3bIBaIO-
IIM€ OTKPbIBAaHWE TTOP MPOHUIIAEMOCTHA B MUTOXOH-
IpUajgbHON MeMOpaHe. DTO MPUBOAUT K TeHepaluu
6osbuiero konmdectBa ADK, co3gaBag metiiio ob-
paTHOI CBSI3U, KOTOpasl pa3BUBAET IePBOHAYATBLHBII
ctpeccoBbiii curHan, nHunuupytommuii ITKC (Reape,
McCabe, 2008).

Bosneuenne muroxonapwnii B [IKC BcecTopoHHE
MU3Y4EHO Y XKUBOTHBIX. UMeIoTCst COOOIIeHUS, CBUAE-
TEJNLCTBYIONIME O poiu mMutoxoHapuii u B IIKC y
pacTeHMi1 B OTBET HA PA3JIMYHBIC CTPECCOBBIE CTUMY-
Jbl, BKoyast Y®-o6ayuenue (Yao et al., 2004; Gao
et al., 2008). Takue Bo3neiicTBUS BbI3LIBAIOT YTpaTy
MUTOXOHIPHUSIMHU TPaHCMEMOpPAHHOIO ITOTEHIIMAIA.
DTO COMPOBOXKIAECTCS BHIXOJIOM LIUTOXPOMA C B LIUTO-
IUIa3My, aKTUBallMeil KacIa3o-II0I00HbIX IIpOTeas 1
nocJienytoleii cmeptbio Kietku (Yao ef al., 2004).

Y XMBOTHBIX Kacna3bl — LMCTEMHOBBIE NTPOTEa3bl,
MPOSIBJISIONIVE  aclapTaT-CHelU(UUIHYIO aKTUB-
HOCTb, — UTPAIOT KJIIOUEBYIO poJib B MHAyKuu [TKC.
B pacTreHMsIX OTCYTCTBYIOT MPSIMBIe TOMOJIOTH aro-
NTOTUYECKUX Kacra3, HO OOHapyXeHO HeOOJbIIoe
CEMEICTBO OEJIKOB, CXOAHBIX C KACIa30-II0g00HBIMU
JTOMEHaMU, U3BECTHBIMU KaK MeTaKacIasbl. B reHo-
Me Arabidopsis nieHTUOULIMPOBAHBI I€BITH T€HOB,
KOJIMPYIOIINX MeTaKacIia3bl, KOTOpbIE, KaK IoJjara-
0T, SIBJISTIOTCSI (DYHKLIMOHAJIBHBIMU aHAJIoraMM Kac-
na3 xXuBoTHBIX (Watanabe, Lam, 2005).

ITokazaHo, 4yTo pacTuTeNibHas NpoTeasa, paciiern-
Jsoiasi  cyoctpar kKacmasdel Acn—Inmy—Ban—Ach
(DEVD-akTuBHOCTH), HHOYLIMPYETCSI B TeUCHUE
30 MUH U JocTUraetT Makcumyma K 1 4 ipu YOC-006-
JIyYeHUU B MPUCYTCTBUM BUIMMOTO cBeTa (Danon
etal., 2004). Cepxakcrpeccusi reHOB AtDADI n At-
DAD?2 (A. thaliana homologs of Defenders against Apop-
totic Death) nipenorBpaiaer pparmeHTamuio JHK,
BBI3bIBaeMyl0 akTuBHOCTbI0O DEVD-mporeassl, 1mo-
BBIIIIASI TEM CaMbIM BBDKMBaHUE KJIETOK B Y D-uHIy-
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IIMPOBAHHBIX CTpeccoBbix yciioBusax (Danon ef al.,
2004). Ucnonw3oBanue meroga FRET (fluorescence
resonance energy transfer — iyopecLieHTHEII1 pe30-
HAHCHBIN TIEPEHOC SHEPTUHU) MO3BOJIUIIO B pPeXUMeE
pEaIbHOTO BPEMEHU JETEKTUPOBATh aKTUBALIMIO T10-
JIOOHOI Kacrma3e-3 nmporeasbl B polecce YD-uHIy-
mupoBanHoii [IKC y pacrenuii (Zhang et al., 2009).
DTU TaHHBIE TTOATBEPKIAIOT CXOACTBO B (DYHKIIMO-
HUPOBAHUM KaCMa30II0JO0HBIX ITpOTea3 pacTeHU 1
anoITOTUYECKUX KaCIla3 SKMBOTHBIX.

B apyrom uccienoBaHuM NMpPOAEMOHCTPUPOBAHA
UHIYKIus reHa metacaspase8 (AtMCS) y Arabidopsis B
OTBET Ha OKUCJIUTEJbHBIC CTPECChl, BbI3bIBA€MbIE
Y®-nznyuyenuem u H,0, (He ef al., 2008). UaIyK-
st AtMC8 3aBucur ot reHa AtRCDI (Radical-in-
duced Cell Deathl), u I03TOMYy MyTaHTHbIE JIUHUU,
nedekTHBIE 10 atmcS- 1/2 oo red 1- 1, TIpOSIBIISIIOT TO-
JiepaHTHOCTh K ADK, OKUCIMTENBLHOMY CTpeccy U
CMepTH KjeToK Tipu aeicteun YD®B-uznydyeHust (Jiang
et al., 2009). UntepecHo, uto uHaykuust AtMCE-TpaH-
CKpUIITOB B OTBeT Ha YD B-u3nydyeHue, Kak U1 UH-
IYKIIMSI pacCCMOTPEHHOM BhIlle npoTea3bl ¢ DEVD-
aKTUBHOCTBIO, UHTMOUPYETCSI B TEMHOTE U ITPOUCXO-
JIUT TOJBKO B YCJIOBUSIX OCBellleHUs. B aTOM 3aKkiiio-
yaeTcs ocobeHHOCTh YD-unaynupoBanHoii [TKC y
pacTeHui, OAHAKO KOHKPETHAs poJib BUAUMOTO CBe-
Ta MOKa He BbISICHEHA.

3AK/IIOYEHHE

I'maBHOE mocTIKeHME ITOCIEOHUX JIET B 00JIaCTU
n3ydyeHus Bocnpusatusgs YDB-cBeta pacTeHUIMU
CBSI3aHO C UJIEHTU(DUKAIIUEN PETYISITOPHOTO pEelLIeTI-
Topa YOB-dotoHoB UVRS u packpbITeM MeXaHU3-
Ma €ro BOBJICUEHUS B MPOILECCHI 3aIIUTHI KIETOK OT
cojiHeuHoro Y®B-uznyuenust nocpeactsom UVRE—
COP —HYS5-curnansaoro nytu (puc. 1). 3HaunTe1b-
HBI IIPOrpecc OTMEYEH TaKKe IPU MCCIEIOBAaHUU
curHaiabHbIx nyteit, npuBoasmux K IIKC y pacrte-
Huil. YDOB-u3nyyeHre MOBBIIEHHBIX MHTEHCUBHO-
CTe W 103 MHAYLMPYET 00pa3oBaHME B KJICTOUHOM
JHK nupruMUAMHOBBIX TUMEPOB U Pa3pbIBOB LIEMH.
Mx HakoIUIeHNE BBI3BIBACT OTBETHHIC PEeaKIIUM KJIe-
TOK, B TOM YMCJIE aKTMBAlLIMIO YEKIIOMHTOB ITOBpE-
xaeHus IHK, apect kitetounoro 1ukia u ITKC ¢ xa-
pakTepHoii pparmeHTanueii JIHK v TMmauyHbIMY D11
aroNTOTUYECKUX KJIETOK MOPHhOJOTUIECKUMMU ITPH-
3HakaMu. HegaBHO yCTaHOBJIEHO, YTO KJTIOUEBYIO
poib B peryiasauu [1KC y pacteHmit urpaeTr tpaH-
ckpununoHHbIN ¢akTop SOG1 (puc. 2). B oTBeT Ha
OKUCJIUTENbHBIN CTpecc, BhI3biBaeMblii Y®B-uHay-
mupoBaHHEIMU AMK, MUTOXOHIPUM YTpayuWBaIOT
TpaHCMEMOpPaHHBI ITOTEHIIAIT, YTO COIIPOBOXKIAETCS
BBIXOOM IIMTOXpOMAa ¢ M aKTHUBallMEeld MeTakacrias.
DTO NPUBOOUT K TUITMYHBIM IS aITOITTO3a IIPOSIBIICHN -
sim. [TokazanHo, 9To aHTHanonToTndeckne reHsl AtDAD 1
u AtDAD2 BoBnekaiorcss B Y®-MHIYLIUPOBAHHYIO
IIKC, HO mpsiMbIe TOKA3aTeIbCTBA YYaCTUSI MX TPAH-
CKPUIITOB B 3aIlITe KJIETOK MOKa OTCYTCTBYIOT. Cie-
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IyeT TaK:K€ OTMETHUTh, UTO Pe3yJIbTaThl HECKOJIBKUX
PacCMOTPEHHBIX BbIIIE PadOT, UMEIOIINE OOJIbIIOe
3HaYeHUe 11 moHnMaHus Mexanu3moB 1K C y pac-
TeHMIA, MONyYeHBI IPpU UcITojb3oBaHUU Y DC-usmy-
YyeHHsI, KOTOpoe He IPOHUKaeT B Omocdepy. XoTs
MEXaHU3MBI MOBpeXIeHUsI KiIeToK YPC- u YOB-
U3IIyIeHUSIMU BeChbMa CXOIHBI, B 3KO(MHU3NOJIOrnIe-
CKOM acIieKTe TIPeICTaBIISIeTCSI BaXKHBIM BBISIBIICHUE
W M3ydeHUE NCUCTBUS KOMIIOHEHTOB CUTHAJIbHBIX
nyreit, Beayiux K [1KC, B ycnoBusx Y®B-o61yye-
HUS pacTeHUM.
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UVB Radiation-Induced Damaging and Protective Processes in Plant Cells
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It is established that UVB radiation (290—320 nm) activates in plant cells diverse signaling mechanisms trig-
gering processes of programmed death of cells or their protection against damaging actions of this radiation.
It is noted that cell death mechanisms under high doses of UVB irradiation are associated with DNA damage
and oxidative stress, and in the first case checkpoints activation of DNA damage and cell cycle stop can take
place and in the second case cytochrome ¢ from mitochondria is released with subsequent metacaspase acti-
vation. It is found that the both mechanisms induce DNA fragmentation and other typical of apoptotic cells
changes, and that low-intensity UVB radiation initiates in cells by UVR8 photoreceptor protective processes

promoting plant acclimation in sunlight.
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