YK 504.54(045)

KoponeB B.T".

COBPEMEHHBLIE NPEAOCTABJIEHMA

O POJIM CUCTEM PENAPALIMU KINETOK

B OBECNEYMEHMU CTABMUJIBHOCTM
U HAOEXXHOCTMU rEHOMA

B aykapuomuueckux Krnemkax HacredogaHue Kak Mmo4HoU rocnedogamesibHocmu
AHK, mak u ee opzaHu3zayuu 8 xpoMamuH, s8/15emcsi Kpumuy4HbiM Or1si noddep xaHusi
cmaburnbHocmu eeHoma. PasnuyHbie rnospexderusi [HK, ebisgaHHbie 9HOO- U 9K302€HHbIMU
gakmopamu, coddarom rpobrnemy Onsi noddepxkaHuUsi amol cmaburnbHocmu. st nofHo20
MOHUMAaHUSI, KaK KIiemku Mo2ym cripagumabcsi ¢ amol 3adadyel, Heobxo0uMo UHmMezapuposame
3HaHUs1 0 nNpupode amux roepexdOeHuUl, ux ObBHapy)XeHus U pernapayuu eHympu
XPOMamuHOB020 OKPYKEHUS.

Knroqeeble cnoea: cmabusnbHOCMb 2eHoMa, penapayusi, pekoMbuHayus, XxpoMamuH.

B eykapiomuy4Hux knimuHax crnadkysaHHs K moyHoi rocnidosHocmi OHK, mak i ii
opeaHiszauii 8 xpoMamuH, € Kpumu4HumMm O nidmpumku cmabinbHocmi 2eHomy. PisHi
rnowkodxeHHs1 JHK, suknukaHi eHOO- | eK302eHHUMU (hakmopamu, Cmeoptoroms rpobremy
0ns nidmpumku uiei cmabinsHocmi. s nogHO20 po3yMIHHS, SIK KITIMUHU MOXYMmb 6riopamucsi
3 yum 3ae0aHHsIM, HEObXIOHO iIHMeapysamu 3HaHHs rpPo npuUpPody UUX MOWKOOXeHb, ixX
susierieHHs | penapauii ecepeduHi XpoMamiHO8020 OMOYEHHSI.

Knroqoei crioea: cmabinbHicmb 2eHoMy, pernapauisi, peKkoMbiHauisi, XxpoMamuH.

In eukaryotic cells the inheritance both accurate DNA sequence and her chromatin
organization is key position for the genome stability. Different DNA lesions induced by
endo- and exogenous factors creation the problem for this stability. For all comprehension
as cell can accomplish this task it is integrated the knownledge about nature these lesions,

its detection and repair into chromatin surroundings.
Key words: genome stability, repair, recombination, chromatin.

B 3aBucuMocTH OT CBOETO MpeIHA3HAYCHUS KICTKH
HCTIONIB3YIOT PA3JIMYHBIE MEXaHW3MBI 3aIUTHl CTAOMITH-
HOCTH CBOET'O T€HOMA OT 3HJOT'CHHBIX U IK30TCHHBIX
CTpeccoB. AKTHUBHO JCISIIUECS KICTKH B OTBET Ha
MOBPEXKACHHS TEHOMA HCIIONB3YIOT B IIEPBYIO OYCPE/Ib
penapaloHHbIC CHUCTEMBI, KOTOPBIC YAAISIOT TO-
Bpexxnenuss JJHK Bo Bcex ee yuactkax. C apyroit
CTOPOHBI, B 3aBHCUMOCTH OT THmna auddepeHnmpo-
BaHHBIC KJICTKH HUCTIOIB3YIOT Pa3INuHBIC CTPATETHN
B OTBET Ha MOBpEXKAeHNE reHoMa. Hampumep, akTHBHO
0OMEHHBAIOIINECS KJICTKH KPOBH MOTYT OOXOIUTHCS
0e3 HMCTOoNb30BaHUS pemapaoOHHBIX IPOIECCOB,
JIpyTHE THUIBI KJIETOK OTPAHWYIHMBAIOTCS perapanueit
T TPAHCKPHOUPYEMBIX JOMEHOB, TPETHH HCIIOJb-
3YIOT MPAKTUYECKU BCE PEMapaiOHHbIC CUCTEMBI, HO
¢ orpanuucHHON 3 dexTrBHOCTRIO. Kak perynupyrorest
MPOrPaMMBI UCIIOJIb30BaHUS PEHAapPAMOHHBIX CHCTEM
B KICTKaX Pa3lIMYHBIX THUIIOB, OCTACTCS OTKPBITHIM
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BornpocoM. Hambonpmmii mporpecc B TMOHUMaHUH
pPOJH penaparioHHBIX IPOIECCOB B 00ECICUCHHH
CTaOMIIBHOCTH TEHETHYECKOTO MaTepuala JOCTUTHYT
Ha MaTtepuaye ObICTPO ACISAIIUXCS KJIETOK, MOATOMY
B JIaHHO# pabOTe OCHOBHOE BHUMaHHUE Oy/IET YACICHO
perapanuoHHBIM MEXaHM3MaM, OTICPUPYIOIIUM B 3TOM
THUIIC KIICTOK.

JIHK siBnstercst MHQOPMAIMOHHO aKTUBHBIM XHMH-
YeCKHUM KOMIIOHEHTOM T'€HETHYECKOTO MaTepHaia
KJIETOK. B CBSI3M ¢ 3TUM Ka)kKeTCs, 9TO OHA JIOJDKHA
0051amaTh BBICOKOH CTENEHBIO CTaOMIBLHOCTH MJIS
3¢ PexTUBHOTO COXpaHEeHHUs TeHeTHUYeCKoW HHpOp-
Mauuu. Y IUBUTEJIbHO, YTO B JIEHCTBUTEIBHOCTH
nepBuuHas ctpykrypa JHK siBnsiercst Bricoko auna-
MHUYHOW U MOBEPraeTCs MOCTOSHHBIM H3MCHCHHUSM,
KOTOpbIE MHUIUHPYIOTCS dHIOTEHHBIMU (MeTabo-
JIUYECKHE MPOIECCh) U DIK30TCHHBIMHU (areHThI
OKpy:Karotei cpesbl) pakropamu. MCTOUHUKH SHIO-



«TexHoeceHHa be3reka»

reHHbix mnoBpexzaeHuit JHK BximrowaroT peaxnuu
THIPONIN3a, OKHUCICHUS, aJKUINPOBAHHUS a30THCTHIX
OCHOBAHUHU W JPYrue XUMHUYCCKHE MOTUPHUKAINA; K
WCTOYHUKAM SK30T'€HHBIX MOBPEXACHUN F€HETUYECKOTO
Marepuaia MOKHO OTHECTHU HOoHu3upywuee u YO
U3IyYCHUs, Pa3InYHbIC XUMHYCCKH aKTHBHBIC Be-
niectea. Ha kieToyHoM ypoBHE HedQpeKTUBHAS
penapauusa noepexaenHoit J[THK moxxer npuBonuts
K JecTabmiM3aliy TeHOMa, aloITo3y, CTapeHHIo,
BO3HHKHOBEHHIO MYTAaIlii M PaKOBOMY IepepoKie-
HUIO.

D dexTrBHOCTD dMMMHUHAIH TIoBpexkaeHni JTHK
SYKapHUOTHYECKUX KIETOK YCIOXKHIETCA TEM, UTO
STH TOBPEXACHUS MOJDKHBI IETEKTHPOBATHCS H
penapupoBaThCsi B KOHTEKCTE BBICOKOKOHAEHCHPO-
BaHHOTO XpPOMAaTHHA. XOPOIIO H3BECTHO, YTO 3THU
KOMITAKTHBIC CTPYKTYpPhl B 3HAYUTCIBHOW CTCIICHH
YCIIOXKHSIOT penapanyoHHbIi Tporece. B pesynbrate
BO3HHKACT HEOOXOMUMOCTh Momudukammu u Pemo-
JIyJIHPOBAHUS HYKIEOCOM W HMX COTJIACOBAHHUS C
OMOXMMHYECKUMH CTaIsIMH TIOMCKA W YIOaJCHHS
nopexaeanii JIHK. B Hacrosimiee Bpemst Hanbosee
TIOJTHO M3yYEHO BIIMSHUE CTPYKTYPHI XpOMaTHHA HA JIBE
BETBH PEMaparfioHHOTO TIPoLecca: peKOMOMHAOHHYTO
1 HyKJICOTH/T SKCIM3HOHHYIO penapaniio. O perymsmmm
JPYTUX BETBEH perapali Ha yPOBHE XPOMATHHA B
JKUBOW KIIETKEC MBI TIOKa HE HMEEM JOCTAaTOYHOMN
uHpopmanuu. CylIecTBYIONINE JaHHBIE OTPHIBOYHBI
Y HE CO3/IAI0T 3aKOHYCHHOW KaPTUHBI PEHAPAIIHOHHOTO
mpoiiecca. B cBi3u ¢ 3TUM B JOaHHOW pabote
OCTaHOBUMCSI TOJIbKO Ha OIKCAHUU COBPEMEHHOIO
MPEICTaBICHNS O MEXaHW3MaX PEKOMOMHAIIMOHHOW
Y HyKJIeoTu 3xcum3nonHoi penaparmu JJHK B coctase
XpoMaTHHa.

Penapauus neyHurteBbix pa3poisoB JJHK BHyTpn
XpoMaTHHAa

DddexTuBHAS U TOYHAS peraparysi JBYHUTEBBIX
paspeiBoB (AHP) JTHK siBiisieTcst BayKHBIM HPOLIECCOM
JUTSL TIOJIICPXKAHMS CTAOMIBHOCTH IEHOMAa KJICTKH,
TaK KaK ero HapyIICHHE BBI3BIBACT M3MCHCHHS B
nepBuuHoil mocinenoBarenbHoctu JHK u moxer
NPUBOJUTH K 00Pa30BaHUIO PAKOBBIX omyxosei. JJHP
JAHK > ¢exTHBHO HHUIIMUPYIOT PEKOMOWHAITHOHHBIE
nporeccel. B Hopme /IHP Bo3HMKAIOT ¢ HEBBICOKOM
YacTOTOM B MEpHOJ] pPEIUIMKAIWKA TeHOMa, OJHAKO
MpU JACHUCTBUM MOHU3MUPYIOUIEH pajHallii, a TaKxke
pana xumuueckux arentoB B JIHK kierkm mosxer
BO3HHKaTh MHOkecTBo JIHP. Psn merabonmueckux
MPOLIECCOB B KJIETKAX COMPOBOXKIAIOTCS MOSIBICHUEM
JHP, nnnynupoBanubix epmentamu. Takum oOpazom,
Kak (hepMEHTATHBHBIC, TAK M MPSIMO HHIYIIMPOBAHHEIC
sk3oreHHsiMu (aktopamu JJHP JIHK maumuupyror
MPOIIECC PEKOMOWHAIINHY, MPUBOJISIICH K X PEIapariiy.
IIpu 3TOM penapalMoOHHBIC W PEKOMOWHAIIMOHHEIC
COOBITHS CITMBAIOTCS B OJIMH ITPOLIECC, HAUMHATOIIIIACS
C TIOSIBIICHHS Pa3phIBOB M 3aKaHIMBAIOIIHUHCS BOC-
CTaHOBJIEHHEM HempepbiBHON cTpykTyphl JHK.
[lepBUYHBIM HHTEPMEINATOM B PeKOMOWHAIIMOHHOM
npouecce sBisroTcss oxHonutessie (OH) yuacTkm
JHK, dnankupyromue JJTHP. Onu obpasyrorcs mnpu
nerpamaimu 5'-aut JJHK cnenugudeckumu 3k30-
HYKJICa3aMH, B Pe3YJIbTATE YEro MOSBISIOTCS AJIHHHbIC
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OH «xBocTbI». KitroueBo# pekoMOMHAITMOHHEIN OeToK
Rad51 ceaseiBaercs ¢ OH xBocramu U (hopMHpyeT
HYKJICOMPOTCHHOBBIN (DHUIIAMEHT, KOTOPBIH COBMECTHO
C PSAIOM BCIIOMOTATEIBHBIX OCNKOB OCYIICCTBISCT
MIOMCK TOMOJIOTHUHBIX MocienosarenbHocted JJHK
U peakuuo ooMena Hutell (o6pasoBanue D-metnm).
BHengpuBmascs HUTH CHYXHT NOpaiiMepoM s
penapaunonHoro cunre3a JJHK, kotopslil mpuBoauT
K 00pa3oBaHMIO CTPYKTyphl Xomnuues. Paspemenue
9TOH CTPYKTYPHI C MTOMOIIBIO CIIEII(PHISCKIX YH/IO-
HyKJIea3 U nocieytomiee muraposanne OH pa3priBoB
3aBepmatoT JukBuaanuo JHP. M3 storo xpartkoro
OIKCaHMs MpoIecca BUACH LEJIbIM psijl CTaaui, Ha
KOTOPBIX HEOOXOAUMO 00eCIeYnTh JOCTYI K XpoMa-
tusupoBanHoi JJHK penapainoHHbIx 6enkoB:

1) o6pazoBanre OH xBOCTOB;

2) mowuck romoisioruu (pa3pbIXJICHUE JOHOPHOMU
JTH JIHK);

3) penapauuonnsiii cuare3 JHK.

YUTOo MPOUCXOAHUT C XPOMATHHOM B TCUCHHUC
penaparmu JTHP? Ipu nosisiaenun JJHP JTHK oxaum
13 TIEPBBIX ¢ KOHIIAMH pa3pbIBa CB3BIBaeTCs Pemo-
aymapytomuid kommieke (PMK) RSC, koropsrii
crocoOeH y3HaBath KoHIBI JIHP, pa3ouparts u ynaniarsb
HYKJIEOCOMEI, a TakKe CABUTaTh HYKICOCOMBI HAIIPaB-
neunbiM aBmkerreM no JIHK [1]. Tlo-Bugumomy,
pemnaparst JIHP HauMHaeTCss IMEHHO C 3TOTO COOBITHSL
Opnnako pois komiviekca RSCB uHUIIMAIE penapanyu
He aOCOJIIOTHA U B HEHl y4acTBYIOT U Apyrue Pemo-
IYJAPYIOIIUE KOMIUICKCHI. OTHIM M3 KaHIUIATOB Ha
9Ty pOJib sIBIsieTCs 0eToK HMO2,KOTOpBIi OTHOCHUTCS
K cemelictBy OeikoB rpymmnsl HMG u Bxomur B
coctaB pemoayaupyromero xkommiekca INO80 [2].
Otot Oenok cBs3biBaeTcs ¢ konamu JJHP JIHK kak
¢ TYOBIMH, Tak U co cBucatomumu OH xBocTamu, u
samumiaer JIHK ot sx3oHykieasnoi ataku. OmHO-
BpPEMEHHO OH MpuBIeKkaeT K koHaMm JJHP kommiexkc
INOS8O, koTOpEIif, B CBOKO 0YCPE/Ib, MOXKET BBINIOJHUTh
¢ynkuuro kommiekca RSCro ynanenuto Hykieocom
¢ xonnos JIHP JTHK.

OcBoboxkeHHBIE OT HykyeocoM KoHIibl JJHP
SIBJISIFOTCSI CyOCTpaTaMu st OEJIKOBBIX KOMILIEKCOB Ku
n MRX. TlepBblii U3 3THX KOMILIEKCOB 00ECIIEYNBACT
MHUIHAINIO HE3aKOHHON pexoMOuHammu (NONgomo-
logous end joining — NHEJ)gTopoii npuHuMaer
yuactrie B naAImanmy kak NHEJ, tak 1 romonormdaHoi
pexoMOuHarmoHHoM penaparmu (IPP). O6a KomIuiekca
AMEIOT CpoJICTBO K KoHIaM JIHP u ObIcTpo ¢ HUMH
cessbiBatoTest. Kommineke MRX ocymectsisier
pesekuuto 5'-autn JHK, renepupyst kopotkue (mpu-
onmmsurensro 100 Hykneorunos) 3'-OH xBoctsr JJHK
[3; 4]. Otu OH yuacTku nokpsiBarwtcs Oenkom RPA,
KOTOpbIi nMeeT Beicokoe cpoactso k OH JIHK. B
kierkax apoxokeit RPAsddexTiBHO cBs3bIBaeTCs ©
kommiekcamu MRX wu ¢ weknoitataeiM MECL1/
DDC2 [5]. CessbiBanne komiuiekca MEC1/DDC2¢
RPA npuBoguT k aktuBanmu O6enka Mecl, koTopslit
HauYMHAET OBICTPBIA TMporecc GochopUuIupOBaHUS
ructoHoB Bokpyr JHP. B knerkax uenoBeka aHa-
JIOTUIHYIO POJIH BBIMONTHSAET Oestok ATM.

Moudukanus TMCTOHOB, B Y4aCTHOCTH (ocgo-
PUINPOBAHKUE, UIPACT BAXHYIO POJIb B OOJCTYCHUU



Haykoei npaui. Burniyck 126. Tom 139.

JIOCTyTIa PeraparoHHbBIX (PepMEHTOB K CaliTy MOBpPEK-
nenust JIHK. C omgHO¥M CTOpPOHBI, 3TH MOAH(DUKAITIH
CIIy’KaT METKaMy paioHa MOBPEXACHUS, C APYroi —
calTaMM CBS3BIBAHMS PEMOAYJIHPYIOINX KOMIUIEKCOB
U perapanyuoHHbIX OCJIKOB C MECTOM ITOBPEXKACHHSA
JHK. ¥V npoxokeit rucron H2A docdopmmpyercs
no cepuny 129 na nporsokenun 50 tnH mo obe
CTOpOHBI OT moBpexacHus [6]. IlepBoHavyanbHO
MPEIoIaragock, 4to GpocHopuaIupoBaHnue MPUBOIUT
K aKTUBHOMY CBSI3BIBAHHIO PA3JIMIHBIX PEIapaIiFiOHHBIX
(hepMEeHTOB M COOMpaHUIO TOCIEIHUX B HEMOCPE-
CTBEHHOH Gyu30CcTH OT MecTa noBpexaenus JTHK [7].
OpnHako mo3aHee ObUIO TIOKAa3aHO, YTO dTa MOIAU(H-
Karyst He TpeOyeTcs s HayallbHBIX 3TAlloB perapariin
JTHP [8].

B S-paze kieroyHOro nuKia CymecTByer A0MoJl-
HUTEJNbHAs! POJb (hOc(OPHITMPOBAHHBIX THCTOHOB H2A,
CBSI3aHHAs! C TIPUBJICYEHHEM KOTE3MHOBBIX KOMILJIEKCOB
k caiity /IHP. B HOopMe KOre3MHOBBIN KOMIIIEKC
CKpEIUISET CECTPUHCKUE XPOMATHIbI B OTIPEIEICHHBIX
caiitax, pasaeneHHsix paccrosaieM B 10-15tmu [9; 10].
OpHako, Korjia B OJHOM M3 XPOMAaTH[ MOABISETCS
JAHP, ¢ o0enx cTOpOH OT MOCJIEIHEr0 COOMpaeTcs
MHO’KECTBO KOT'€3MHOBBIX KOMIUICKCOB, CKPETUIIOIIAX
pa30pBaHHYIO U HATUBHYIO XpoMmatusl B paiione JIHP.
IIpu stom ponb (ochopHINPOBAHHOTO T'MCTOHA
H2A cocrout B TOM, 4TO OH coOupaer B caiite JJHP

crierpanusupoBannsie 6enku (Csm3, Tofl, Mrcl, Rad9

u Ddcl),yuacTByrolue B OpraHu3aly XpoOMaTHIHON
xoresuu [11].

VY d4enoBeka oOmupHOEe (GochopuInpoBaHUe
ructona H2A wurpaer eme OIHY BaXHYIO DPOJIb,
CBSI3aHHYIO C OMpE/IeICHHEM CYIb0bI MOBPEKACHHOM
KieTkd [12]. ABTOpBI 3TOM pabOThI AETANBHO U3yIHIIA
sddext nedhochopuaupoBanus Tuposuna 142 Ha
peraparoHHbIe IIPOLIECCHI U MOKA3aJH, YTO B OTINYHE
or S139, Y14Z&cerna hochoprrpoBaH B HOPMATBHBIX
KJIETKaX ¥ CTaHOBHTCS IOCTENEHHO Jedocdopuiu-
poBanHbeIM nocne nospexaeHus JHK. Bonee Toro,
nedochopunposanue Y142, no-BuauMomy, mpowuc-
xoxut no momudukanun S139.Craryc dpocdopunu-
poBaHMsI 00OMX OCTATKOB pEryJIHpYeT BHIOOp, IO
KakoMy M3 JByX IIyTed — perapaiusi Wid arornros,
MOWIET KJIeTKa B JalbHEHIeM. DTOT BBIOOp oOcCy-
HIECTBIIIETCS CAeayromuM odpasom. B Hopme Y142
Bcerma GochopuupoBaH U ypoBEeHb MOAUDHUKAIIHI
noyIepkuBacTess TUpo3uH-kuHazo WICH, sBistro-
tieiicst komnonentom PMK WSTF.TTocne nosiBnenus
nospexaennit JIHK WSTF nuccouuupyer u3 xpo-
MaTWHa, 4TO BEJET K CHIDKEHHIO ypOBHs (ocdopu-

nupoBanus Y142 nox aeitctBuem docdarassr Eyal/3.

Ecnu B KJIETKE OTHOCHUTEIBHO MAj0 MOBPEKICHUM
JHK, npouecc nedocdopunrpoBanus uiet ObICTPO,
9TO CHOCOOCTBYET OBICTpOMY (hochoprIupoBaHUIO
S139.Bo3Hukimii maTTepH MOAM(HUKANN THCTOHA
H2A.X ciyxuT curaajiom cesisbiBanus oeiaxa MDC1L
C 9THM THCTOHOM, KOTOpBIil, B CBOIO OYepe/ib, CBS-
3BIBAETCSI C penapaloHHbIMU Oesikamu. B pesynbrare
3amyckaercs nporecc pernaparuu nospexaennid JJHK.
Ecnmu B KjeTke BO3HUKIO MHOTO TOBPEXKICHUH,
ckopocth aedochopunupoanus Y142 3amemmurcs,
YTO MPHUBEAET K OJHOBPEMEHHOMY CYIIECTBOBAHHIO
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MOJU(HKAITIN 000MX OCTATKOB. DTOT MATTEPH BMECTO
MDC1 yxe crmocoOCTBYeT CBSI3BIBAHUIO OEIKOBOIO
kommuiekca JNK1, koTopslii HanpaBJsieT ajabHeHIme
COOBITHS B allONTO3.

Kak mpaBuio, peMoayimpyronye KOMIIJIEKCHI
(PMK) cBsi3biBatotcs ¢ GpochOpHIHPOBAHHBIM THCTO-
HoM H2A mo3xe, yeM MOIu(pUIMPYIOIINE KOMIUIEKCH
[13], uTO CBUAETENBCTBYET O BAKHOCTH MOJU(UKALIAH
XpOMaTHHA U 3aIycKa MOCIECTYIOMUX COOBITHIA.
CeszeiBanne PMK ¢ dhochopunmmpoBaHHEIM THCTOHOM
H2A conpoBOXKIAr0TCS YaCTHYHOM MOTEPEH HYKIEOCOM
B cailite JIHP. 3a 3T0O OTBETCTBEHHBI KOMILJICKCHI
INO8O, koTopBIe HAXOIATCS HA MMPOMOTOPAxX I'CHOB,
PacIoIOKEHHBIX B paiione caiita JTHP [14]. Pemo-
JyIUPOBAaHUE XpOMaTHHA NMPHUBOJUT K aKTHUBALUU
TPAaHCKPUOLUK, UHIYIHPOBaHHOW mosBeieHueM J[HP,
KOTOpasi COMPOBOKIACTCSI OCBOOOKICHHEM KOMILICKCOB
INO80 u ux mepeMelieHHeM Ha JPYIYI0 CTOPOHY
JIHP, Tak xak oHM CHIOCOOHBI (PM3HUYECKH CBSI3bIBATHCS
¢ (ochopunrpoBaHHbIM riucToHOM H2A. D10 B3aumo-
IEeWCTBHE OCYIIECTBIsETCS 4depe3 Oeiaok HmMo2,
HMG-nionobnyio cydonsenuuuiy komiuiekca INOS8O
[15]. CesassiBanme INOBO ¢ xpoMaTHHOM 00J€ryaer
nporeccuar OH «xBocTa», 00pa3yronierocsi B Xoze
nerpaganun kounos JJHP JTHK [16].

Benen 3a peMOynupyoOIMMH KOMIUIEKCAMHU
BKJIIOYAIOTCS B paboTy renukasa Sgslu nykneasa/
resiukaza Dna2, kotopsle ¢ BBICOKOHW CKOpPOCTBHIO
NPOJIOIDKAOT Tpoliece Aerpaaanuu 5'-uutu JHK [4;
17]. B otcyTcTBHE 3THX OCITKOB UX (PYHKIIHIO MOXKET
BBITIOJHATH 9K30HYyKiIeaza EXO1, xors u co 3Haum-
TEJIBHO MEHbIIEH CKOPOCThIO. B pesynbrare Bcex
MIEPEYNCIICHHBIX BEIIIE POIIECCOB 00Pa3yIOTCs JTHH-
ueie 3-OH xBocter JIHK, KOTOpBIE SBIISIOTCS TIEPBHY-
HBIM{ HHTEPMeIHaTaMi TOMOJIOTHIHOW PEeKOMOMHAIINH,
MPUBOJAIIECH, B KOHEUYHOM cuere, K penapanuu JJHP
JHK.

Taxum 00pa3oM Ha YpOBHE XpOMaTHHa PEry;upyercs
nepBasi cTajgus peKoMOMHanMOHHOW penapauuu JJHP
JHK. K coxaneHuto, JaHHbIE O PEryJIsLiUU 3TOTO
penapanyy Ha CJIEAYIOUIUX CTaIusXx (parMeHTapHbI
U HE MO3BOJISIIOT CO3/aTh 3aKOHYEHHYIO KapTHHY BCETO
mporiecca.

JKCUM3UOHHAS penapanus HyKJIe0THI0B

Hyxneorun skcuusuonnas penapanus (HOP)
SIBJIICTCS OJTHUM W3 HawmOoJiee TOJIHO W3y9eHHBIX IyTel
penaparmonHoro npoiecca. OHa crocoOHa ynaisITh
mupokuit crexktp nospexaennit JHK, unmymumpo-
BAaHHBIX KaK JHJOTEHHBIMH, TaK W 3K30T'C€HHBIMH
¢axropamu. IIpu nccnenosannn HOP nauGonee yacto
ucnons3yoT Y®-uznydeHue, KOTopoe HHIYLHUPYET
B JIHK B ocHOBHOM 1iuKi100yTanoBsie aumepsl (LIBT)
U upuMuauH (6-4) mUpUMUIOHOBBIE (HOTOMPOIYKTHI
(6,4-®I1). JderanpHoe ucciaenoBanne HOP B creuu-
(GuYecKHX calTax ¢ MOHOHYKJIEOCOMOH in Vitro
rnokasaio, 4to ypajleHue Y D-HHIYUHPOBAHHBIX
noBpexaeHuid u3 HykieocomHoil JHK cunpnO
uarubuposano [18-22]. HanpumMep, 3KCIU3NOHHAS
aKTHBHOCTH B IIEHTPE HYKICOCOMHOTO KOpa CHIDKEHA
o cpaBHEHUIO co cBoboaHOM JIHK mouTn B cemb pas.
Jaxe B IMHKEpHOH 00J1acTi HabJIto1a1ach 3HAYNTEIb-
Hasl Perpeccusi PerapaloHHoro npouecca. OqHaKo in
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ViVO Takue MOBPEXAEHNS dPPEKTUBHO PENAPUPYIOTCS
Jaxe, KOrga OHM HaXONATCS Ha IOBEPXHOCTH
HYKIICOCOM, XOTS CKOPOCTh perapaliy B THHKSPHBIX
¥ KOPOBBIX 00JIacTsX 3aMeTHO pasmuyarorces [23]. Do,
MO-BUJIMMOMY, CBSI3aHO C TeM, 4To B TeueHue HOP
MPOUCXOIUT U3MEHEHUE CTPYKTYPHI XpomatuHa [24].

Benku, KOTOpbIe OTBETCTBCHHEI 32 O0OHAPYKCHHE
Y®-unnynupoBanubix nospexaenuit B JJHK, cno-
COOHBI y3HABAaTh U CBA3BIBATHCA C ITHMH ITOBPEXK-
JICHUAMH Jake, KOT/Ia OHHU PACIIOJIOKEHBI B KOPOBOit
YacTH HyKJI€OCOMbI [25; 26]. C apyroii CTOpoHsl, 3TU
0eJKH CIIOCOOHBI TAaKXKE CBSA3BIBATHCA C KOMITIEKCAMH
MOTUPHUIHUPYIONIMMA U PEMOIYIUPYIOUIMMA XpoMa-
TuH. Takum 00pa3oM, B KJIETKAX IYKAPHOT MPOUCXOIUT
OJTHOBPEMEHHO omno3HaBaHue nospexaenuil JITHK u
JIOCTaBKa K CAlTy TIOBPEKICHHUS OCITKOBBIX KOMILICKCOB,
HEOOXOIMMBIX JUTSI TIOJTOTOBKH XPOMATHHA K TIPOLIECCY
pemapanuu.

JlaHHBIC JHTEPATYphl O BIUSHUU MOIU(PUKAINN
ructoHoB Ha HOP mpoTtmBopednBbl. OTHOCUTEIHHO
HeJaBHO OBUIO TOKa3aHo, 4TO iN VIVO pemapaius
YO®-noBpexxJeHUN CBsSI3aHA C YBEJIUYEHUEM YPOBHS
aleTUIMPOBaHusi TUCTOHOB [27]. Hampumep, B KiieTKax
JPOXOKCH IeNels TeHOB, KOHTPOJIHPYIOIUX 3TOT
npomecc, takux kak GCN5 u ADA2, ymeHbpimaer
3(hGEKTHBHOCTh YAaICHUs IMKIOO0YTaHOBBIX TUMEPOB
u3 jgokyca MET16[28]. C npyroii cTOpoHSBI, yaleHue
THECTOHOBBIX XBOCTOB, OTBETCTBEHHBIX 332 MOAU(U-
KaI[MI0 XPOMAaTHHA, HE BIUSICT HA CKOPOCTh peraparuu
JHK B oumntienHoii cucteme in Vitro [29]. BoamoxkHo,
MOJTU(UKAIMS TUCTOHOB JIHIIL YCKOPSIET IpPOIEecC
penapanny, HO HE CKa3blBacTCI B 3HAYUTEIHHOU
CTEINICHU Ha €€ KOHEYHbIH pe3ybTar in Vitro. B sxusoii
KJIETKE YCKOPEHHE PEapalioHHOTO MPOIECcCa MOKET
MMETh BOKHOE 3HAYCHHUE /I BEDKUBAHMS OPraHU3Ma,
MO3TOMY MOJU(HUKANMK THCTOHOB B OTBET Ha
noBpexaeHus JTHK 3¢ dekTHBHO MPOrCXoasIT BO BCeX
KJIeTKax. HekoTopbie KOMILIEKCHI, MOAUGDHIUPYIOIIUC
THCTOHBI, COJICPIKAT CIICIHATU3UPOBAHHbIC CyOheIu-
HUIIBI, CITOCOOHBIE TPSIMO CBSI3BIBATHCS ¢ Y D-HHIY-
urpoBaHHbIiMU TioBpexaenusmu JJHK. Hanpumep, y
yenoBeka B coctaB GCNS€0/iepKalliero rucToH aleTui
tpancdepasznoro (HAT) xommiexca TFTC Bxoaut
6enox SAP130xoTopslit romonornuen 6enxy DDB1,
CBSI3BIBAIONIEMYCS IN VIVO ¢ Y ®-HHAYIUPOBAHHBIME
nopexxaenusimu [27; 30]. In vitro HAT kommieke
TFTC npeamouTutensHO cBs3biBaeTcs ¢ Y D-moBpex-
nennoii JIHK u anermnupyer HykieocoMsl [27].
Otcrofa ciemyer, 4To OJHON U3 PYHKIUH KOMILUIEKCa
TFTC sBasercs ygactue B NER. JIpyroit Genb-
comepxamuit HAT xomruiekc HasBauubiii STAGA
takxke cBizan ¢ NER [31]. Dror kommieke, Kpome
cyopemuunnel SAP130,conepxuT Takke aBa Oenka,
ono3natommx Y ®-nospexxaenus, DDB1 u DDB2.
DDBZ2 mpsimo cBsizbiBaetcsi ¢ Y O-NIOBpEXICHUSIMH U
noctapisieT HAT k crienuuaecKkuM MOBPEKICHUSIM
JHK. Eme onuH MeXxaHW3M HaIleJWBaHUs ameTHI-
Tpancdepas Ha YD-nospexaenus JHK ocymect-
BJsIeTCs Yepe3 B3ammoaeiictBue komiuiekca PCNA ¢
6enxom p300, koTOpoe perynupyercs B OTBET Ha
BozzeiicTeie Y ®-ny4yeii 6enkom p21 [32]. Cemeiicto
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aneruntpanchepas CBP/p300 akTHBHO CBS3bIBAETCS
takke ¢ komiuiekcom DDB [33]. B pesynsrare 3TH
B3aHMO/JICHCTBUSI MOT'YT CITYXKHTh CPEICTBOM JIOCTABKH
HAT x Y®-noBpexieHusIM, pactioyio>KEHHBIM B JIFO00M
caiite, BKIIIOYass MECTO OCTAHOBKH PEIIMKATUBHOM
Mammebl Ha noBpexacHun JIHK. Takum oGpazom,
TI0-BUIIMOMY, MHOKECTBO MEXAaHI3MOB OCYIIIECTBIISIOT
HalleJIMBaHUE KOMILIEKCOB, coaepxkamux HAT, Ha
caiitel Y @-unayunpoBaHHbix nospexaenuit JJHK.

TTocne netictBust HAT neckoimbko ATd-3aBUCUMBIX
PEMOIYTHPYIOMIUX KOMIUICKCOB MPUHUMAIOT YI4aCTUE
B NER. AuernnupoBaHue XxpoMaTHHa MOXET pery-
JIUPOBATh CBI3BIBAHHWE OPOMOJOMEH-COCPIKAIIUX
AT®d-3aBucumbix PMK, takux xak SWI/SNF.Dtor
koMIiekec crumysnupyer NER Ha HykiieocoMHOM
cyOcTpaTe M MOBPEXKICHUS YHAISIOTCS 3HAYNTEIIFHO
OBICTpee YeTOBEYECKUMH AKCIIM3HOHHBIMI HyKJIea3aMH,
yeM Ha cBoOoaHoi THK [34; 35].

B knerkax yenoseka Oenku DDB, XPA, XPC u
RPA yuactBytoT B onosHaBanuu nospexaenuit JJHK
U OTBETCTBEHHHI 3a nepBbie cTaguu HOP. Kommekc
DDB ¢wu3snuecku cBszbiBaercs ¢ 6enkom XPA uepes
cyobenuanny DDB2 um 3T0 cBsi3piBaHHE HMeEeT
CTHMYIIUPYIOIIHE JeiicTBre Ha penapaito LB [36].
ITocrne cBsizpBanms ¢ nopexaeHHor JIHK 6ernxn XPA,
XPC u RPA CTUMYTUPYIOT pEMOAYIHPYIOIMIYIO aK-
tuBHOCTh SWI/SNF [34], uto, B CBOIO oOuepess,
YBEJIUUUBAET AOCTYMHOCTh moBpexaeHuil JJHK mns
penapairoHHbIX epMEeHTOB. B Ipoxikax KOMILICKC
Rad4/Rad23y3uatomuii Y ®-uHAYLHPOBAHHBIE MO-
Bpexaenua JIHK, npsmo B3aumopeiictByer ¢ PMK
SWI/SNFuepes cyobequnuinl SNf5u Snféu, takum
ob6pazom, PMK mnpuBiiekaeTcs kK CalTy MOBPEKICHHS
[25]. TTogo6HOE B3auMOACHCTBUE MEKIY OSITKOBBIMHE
¢axropamu, onosHaroumu Y @-nospexnenns JJHK,
n PMK cymecrByer B kieTkax 4enoBeka. CyOberHALA
PMK SWI/SNF hSNF5)u3uueckn cBssbiBaetcs ¢
o6enxom XPC u TakuM 00pa3oM JTOCTaBIISIETCS K CAUTy
nospexaeans JHK [2]. Tun noBpexiaeHust mpu-
cyrerBytomero Ha JIHK MomymupyeTr cmocoOHOCTH
SWI/SNF nossiates penapanuio JJHK. Hanpumep,
6,4-@I1 nerko ynansirores B npucyrctsue SWI/SNF,
B 1O Bpemst kak L[BJ] ymamsiorcs mioxo [35], 4ro
CBSI3aHO, TIO-BUIUMOMY, C Pa3HOU 3PPEKTHBHOCTHIO
OTIO3HABAHHMS ITHX TUIIOB MOBPEKICHHUN.

Kommiexkcsr SWI/SNF 1 ACF ucnions3yrorcs B
rnobanpHoi renomuoit HOP (I'T- HOP). Drot Tumn
pemapanyy IpoTeKaeT MEAJICHHO B KOPOBBIX M OoJiee
aKTHUBHO B JHHKEPHBIX 00nacTsax xpomaTtuHa [37].
Paznmiume B CKOpOCTSIX CBA3aHO, BO3MOXHO, C IIPO-
omemoit obHapyxxenuss nospexaeamuii JIHK. Benok
XPC, y3Haronmii OBPEKICHUSA, B KIIETKAX MIICKO-
MATAIOOIAX HE MOJXKET JIETKO JOCTUTaTh CBOETO
cyOcTpara, Korja OH 3allHIIeH XPOMaTHHOM. B ciydae
I'T-HOP noBpexaeHusi, KOTOpble HAXOIATCS B JIMH-
KepHBIX 001acTsAX, 60JIee TOCTYIHBI IS CBS3BIBAHHA
OTO3HAIOIIUMHU OelkaMu. B CBsI3u ¢ 3TUM, mpaBo-
MONOOHBIN CIIeHApHi pemapalmoHHOTO MpoIecca
COCTOMT B TOM, YTO TIOBPEKICHHE Y3HACTCS U yAAISICTCS
B HEOOJTBILIOM YHCIIC HAHOOJICE JOCTYITHBIX JJIsl OCITKOB
MeCT. DTO 3aIyCKaeT HyKJIIEOCOMHYIO MOIU(UKAIIHIO
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Y MHHIIIAINIO PeJlaKCallid XpOMaTHHA BOKpPYT caiita
penapanyuy Ha 3HaYHUTENbHBIE PACCTOSHUS OT TOUKU
WHHULWAINH TIpoliecca. B pesympTare nocTHraeTcs
OoJee nerkas TOCTYIHOCTh IPYTHX MOBPEXICHUH, B
YaCTHOCTH, MOBPEXKACHHUH, PaCIIONIOKEHHBIX B KOPOBBIX
4acTAX HYKJIEOCOM. Takoi CIieHapuid TIOATBEP KIAeTCs
JaHHBIMH, YTO MOHOYOMKBUTHHHPOBaHHME TI'MCTOHA
H2A B kneTkax yeiioBeka B OTBET Ha jaeicTue Y O-
nydel 3aBHCHT OT (yHKIuoHambHOCTH HOP. Ipu
9TOM MOAM(UKALUS HPOUCXOIUT MOCIE HECKOIBKHX
COOBITHII MHIIM3UH M PACIIPOCTPAHICTCS HA JOMEH B
10-30tmH.

B tpanckpubumnonso-ctumynupyemoit HOP (TC-
HDP) npuHHMaeT y4acTHe XpPOMATHH — PEMOAY-
nupytomuii 6enok CSB. Orot 6enok sBisiercst JJHK-
3aBucuMmoir AT®a30ii, oTHOcALEHCS K CeMENUCTBY
SWI/SNF2,u MOXeT MOBBIIIATH JOCTYITHOCTh XpOMa-
THHa iN Vitro [38]. CSB Ttarke npsaMo B3auMOIEHCTBYET
¢ PHK monmmepazoit ||l u ¢yHKIHMOHUpYET Ha
panHux cragusx TC- HOP. OH urpaer KIOYEBYIO
posib B mpuBieueHUH K MecTy nospexaeHus JHK
pa3IMYIHBIX OENKOB, ocymiecTBIsommx HOP, a Takke
HAT p300 n E3-yOMKBUTHHIUra3HbI KOMILIEKC
CSA-DDB1, yckopstrorux npoiiecce penapauun [39].

JIMTEPATYPA

1. Kent N.A., Chambers A.L., Downs J.Bual chromatin remodeling roles for RSC during DNéuble strand break induction and

Kpome HOP IIB]] ymansrores n3 JIHK B mporiecce
(dhoTOpeakTHUBAIIMK, OCYIIECTBISAEMON (HOTOTHA3OM.
DTOT THII peraparyi XapakTepeH Uil KICTOK PAaCTCHHI
U MHOTMX MHUKPOOPTaHU3MOB, HO OTCYTCTBYET Y
IUIAIICHTAPHBIX MIIeKonuTaronumx. MHdopmarws o oM,
KaK (OTOoNMAa3a B3aUMOJICHWCTBYET ¢ HYKICOCOMAaMH,
muakepHoi JIHK u HeHykineocoMHbIMU palioHaMuU
ObL1a MoJTydeHa npy cpaBHeHHH Temmna yaaneHus 1{bJ]
u3 xpomaruna apoxcokeit [40; 41]. Penapanus Oblia
OBICTPOH B TMHKEPHBIX U HyKJIea3a-q1yBCTBUTEIBHBIX
obmactsax (3aBeprmaercs 3a 15-30 mun). C apyroii
CTOpOHBI, ~2 yaca TpeOyercs mis ymanenus L[B]]
U3 HYKJIEOCOM. DTO TOBOPHUT O TOM, UYTO, XOTSA
HYKJIEOCOMBI HHTHOUPYIOT hoTopeakTuBaiuio JJHK,
TEM He MeHee penapanus npoucxoaur. Ilpocreiiiee
OOBSICHEHHE ITOMY SIBJICHHIO COCTOUT B TOM, 4TO iN VivO
MOOHJIBHOCTBH HYKJIEOCOM IT03BOJISIET SKCIIOHHPOBATH
MPaKTHYCCKH BCE MOBPEKICHUS B JITHKEPHBIX 00JIac-
TsX. PeMoyIupoBaHue XpOMAaTHHA, OCYIIECTBIIEMOE
komruiekcamu SWI/SNFu ISW2, nenaet nospesxenvst
B KOPOBBIX HYKJICOCOMHBIX O0JACTAX JOCTYHMHBIMH
IU1s1 GOTONIHMA3H, UTO O0JIeTIaeT MPSMYIO perapariio
LB/ uepe3 poropeakTuBammio [42].

repair at the yeadAT locus // J. Biol. Chem. — 2007. — V. 282. — P.23@27701.

2. Ray S., Grove A. The yeast high mobility grouptein Hmo2 a subunit of the chromatin-remodeliogplex INO80, binds DNA

ends // Nuclear Acids Res. — 2009. — V. 37. — B963399.

3. Mimitou E. P, Symington L. S. DNA end resectiarany nucleases make light work// DNA Repair. -2060V. 8. — P. 983-995.

4. Zhu Z., Chung W. H., Shim E.Y. et al. Sgs1 ez and two nucleases Dna2 and Exol resect DNAalstrand break ends// Cell. —
2008.-V. 134. — P. 981-994.

5. Robison J. G., Elliott J., Dixon K., Oakley G. Replication protein A and the Mre11.Rad50.Nbsthglex co-localize and interact at
sites of stalled replication forks// J. Biol. CheaR004. — V. 279. — P. 34802-34810.

6. Shroff R., Arbel-Eden A., Pilch D. et al. Diswition and dynamics of chromatin modification indddy a defined DNA double-
strand break // Curr. Biol. — 2004. — V. 14, — P03-1711.

7. Rogakou E. P., Boon C., Redon C., Bonner W. Mghabase chromatin domains involved in DNA doubtarst breaksn vivo//

J. Cell. Biol. —1999. — V. 146. — P. 905-916.

8. Celeste A., Fernandez-Capetillo O., Kruhlak MetJal. Histone H2AX phosphorylation is dispensafar the initial recognition of
DNA breaks // Nat. Cell. Biol. — 2003. — V. 5. —@¥5 0150-679.

9. Blat Y., Kleckner N. Cohesins bind to preferehsiites along yeast chromosome Ill, with diffef@integulation along arms versus the
centric region // Cell. — 1999. — V. 98. — P. 24882

10. Tanaka T., Cosma M. P., Wirth K., Nasmyth Kentification of cohesin association sites at cang@s and along chromosome
arms // Cell. — 1999. — V. 98. — P. 847-858.

11. Redon C., Pilch D. R., Bonner W. M. Geneticlgsia of Saccharomyces cerevisi&#2A serine 129 mutant suggests a functional
relationship between H2A and the sister-chromatitiesion partners Csm3-Tofl for the repair of topwisrase I-induced DNA
damage // Genetics. — 2006. — V. 172. — P. 67-76.

12. Cook P. J., Ju B. G., Telese F. etTatosine dephosphorylation of H2AX modulates apsist@nd survival decisions // Nature. —
2009. — V. 458. — P. 591-596.

13. Downs J. A,, Allard S., Jobin-Robitaille O.at Binding of chromatin-modifying activities to psphorylated histone H2A at DNA
damage sites // Mol. Cell. — 2004. — V. 16. — F-990.

14. Tsukuda T., Fleming A.B., Nickoloff J.A., Osl&).A. Chromatin remodelling at a DNA double-stramak site inSaccharomyces
cerevisiae /Nature. — 2005. — V. 438. — P. 379 —-383.

15. Morrison A.J., Highland J., Krogan N.J. et [&lO80 and gamma-H2AX interaction links ATP-depemdehromatin remodeling to
DNA damage repair // Cell. —2004. — V. 119. —&7-775.

16. van Attikum H., Fritsch O., Hohn B., GasseiM5.Recruitment of the INO80 complex by H2A phosphatigin links ATP-dependent
chromatin remodeling with DNA double-strand breegair // Cell. — 2004. — V. 119. — P. 777-788.

17. Raynard S., Niu H., Sung P. DNA double-stramk processing: the beginning of the end// Gerees ©2008. — V. 22. — P. 2903-2907.

18. Thoma F. Light and dark in chromatin repaipaie of UV-induced DNA lesions by photolyase andtleatide excision repair //
EMBO J. — 1999. — V. 18. — P. 6585-6598.

19. Hara R., Mo J., Sancar A. DNA damage in thdaasome core is refractory to repair by human éxcisuclease // Mol. Cell. Biol. —
2000. -V. 20. - P. 9173-9181.

20. Ura K., Araki M., Saeki H. et al. ATP-dependehtomatin remodeling facilitates nucleotide exansrepair of UV-induced DNA
lesions in synthetic dinucleosomes // EMBO J. -1260V. 20. — P. 2004-2014.

21. Wang D., Hara R., Singh G. et al. Nucleotideigggn repair from site-specifically platinum-madeéd nucleosomes // Biochemistry. —

2003.-V.42. - P. 6747-6753.
26



«TexHoeceHHa be3reka»

22.

23.

24.

25.

26.
27.

28.

29.

30.

31

32.

33.

34.

35.

36.

37.

38.

39.

40.

41.

42.

Kosmoski J. V., Ackerman E. J., Smerdon M. NADrepair of a single UV photoproduct in a desigiduacleosome // Proc. Natl.
Acad. Sci. US A. —2001. - V. 98. — P. 10113-10118

Wellinger R. E., Thoma F. Nucleosome strucamé positioning modulate nucleotide excision repathe non-transcribed strand of
an active gene // EMBO J. — 1997. — V. 16. — P65B356.

Smerdon M. J., Lieberman M. W. Nucleosome sgyement in human chromatin during UV-induced DNpair synthesis // Proc.
Natl. Acad. Sci USA. —1978. — V. 75. — P. 42384241

Gong F., Fahy D., Smerdon M. Rad4-Rad23 interaevith SWI/SNF links ATP-dependent chromatin mefaling with nucleotide
excision repair // Nat. Struct. Mol. Biol. — 2066V. 13. — P. 902-907.

Ura K., Hayes J. J. Nucleotide excision repad chromatin remodeling // Eur. J. Biochem. — 260%. 269. — P. 2288-2293.

Brand M., Moggs J. G., Ouland- Abdelghani MaletUV-damage DNA-binding protein in the TFTC cdmplinks DNA recognition
to nucleosome acetylation // EMBO J. — 2001. —/.-2P. 3187-3196.

Ferreiro J. A., Powell N. G., Karabetsou NaktRoles for Gen5p and Ada2p in transcription andlent@e excision repair at the
Saccharomyces cerevisisET16gene // Nucleic Acids Res. — 2006. — V. 34. —15-985.

Liu X., Smerdon M. J. Nucleotide excision repafithe 5 S ribosomal RNA gene assembled into elédsome // J. Biol. Chem.—
2000. - V. 275. — P. 23729-23735.

Green C. M, Almouzni G. Local action of theahatin assembly factor CAF-1 at sites of nucleotiggsion repaimn vivo// EMBO J. —
2003.-V.22. - P. 5163 -5174.

Martinez E., Palhan V. B., Tjernberg A. et lduman STAGA complex is a chromatin-acetylating $@iption coactivator that
interacts with pre-mRNA splicing and DNA damageeliing factordgn vivo// Mol. Cell. Biol. — 2001. — V. 21. — P. 6782-6795
Cazzalini O., Perucca P., Savio M. et al. bxtdon of p21(CDKN1A) with PCNA regulates the histoacetyltransferase activity of
p300 in nucleotide excision repair // Nucleic Acklss. — 2008. — V. 36. — P. 1713-1722.

Datta A., Bagchi S., Nag A. et @he p48 subunit of the damaged-DNA binding profidB associates with the CBP/p300 family of
histone acetyltransferase // Mutat. Res. — 2001.486. — P. 89-97.

Hara R., Sancar A. The SWI/SNF chromatin-rerfiogdactor stimulates repair by human excisionlease in the mononucleosome
core particle // Mol. Cell. Biol. — 2002. — V. 22 P. 6779-6787.

Hara R, Sancar A. Effect of damage type onuéition of human excision nuclease by SWI/SNF clatmremodeling factor // Mol.
Cell. Biol. — 2003. — V. 23. — P. 4121-4125.

Wakasugi M., Kasashima H., Fukase Y. et al.sRlay and functional interaction between DDB andAXiR nucleotide excision
repair // Nucleic Acids Res. — 2009. — V. 37. -5P6-525.

Li S., Smerdon M. J. Dissecting transcriptiaujgled and global genomic repair in the chromatigeastGAL1-10genes // J. Biol.
Chem. —2004. — V. 279. — P. 14418-14426.

Citterio E., Van Den Boom V., Schnitzler GaétATP-dependent chromatin remodeling by the Cgekesyndrome B DNA repair-
transcription-coupling factor // Mol. Cell. Biol.2000. — V. 20. — P. 7643-7653.

Fousteri M., Vermeulen W., van Zeeland A. Aullgnders L. H. Cockayne syndrome A and B protdifferentially regulate recruitment
of chromatin remodeling and repair factors to ethRNA polymerase fh vivo// Mol. Cell. — 2006. — V.23. — P. 471-482.

Suter B., Livingston-Zatchej M., Thoma F. Chaim structure modulates DNA repair by photolyiasévo// EMBO J. — 1977. — V. 16. —
P. 2150-2160.

Huang J. Transcriptional silencingSaccharomyces cerevisiaadSchizosaccharomyces ponibBluclear Acids Res. — 2002. — V. 30. —
P. 1465-1482.

Gaillard H., Fitzgerald D. J., Smith C. L. &@hromatin remodeling activities act on UV-damagedleosomes and modulate DNA
damage accessibility to photolyase // J. Biol. Che@003. — V. 278. — P. 17655-17663.

Penenzentu: Mocce 1.B., 1.6.H., mpodecop, IHcTuTyT renernku i nutosorii HAH Binopycii;

Kyrtnaxmenos 10.0., 1.6.H., mpodecop, IHcTUTYT KIiTHHHOI 6ioorii Ta reHHoi imxeHepii HAH
Ykpainu.

© Kopones B.I'., 2010 Cmamms naoitiwna 0o peoxonezii 18.06.201(.

27



