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B 00630pHoii cTaThe 0000111eHbI COBPEMEHHBIC IIPEICTABICHUS O CTPYKTYPHOH OpraHU3alui XpOMaTHHA Ha
pa3nuuHbIX YpoBHAX KoMmmnaktuzauuu JJHK. AHanu3 uMeromuxcs 3KCepruMeHTaIbHBIX JaHHBIX O3BOJISAET 3a-
KJIFOUUTh, YTO TOJIBKO HYKJIEOCOMHBIN YPOBEHb CTPYKTYPHOI OpraHNU3alliy CCIIE0BAH C yIOBICTBOPUTEIbHOM
IIOJIHOTOH, B TO BpeMs KaK BOIPOC O cTpoeHUH 30-HaHOMETPOBON HUTH XPOMAaTHHA OCTAETCS OTKPBITHIM. Pac-
CMOTpEHHBIE JIJaHHBIE O CTPYKTYpe XpOMaTHHA Ha YPOBHE IIEJIOT0 siApa TOBOPST B MOIB3Y ABYX(a3Hoil dpak-

TaJIbHOM OopraHusaluu XpoMaTuHa.

Knwuensie cnosa: JIHK, xpomarun, Hykieocoma, 30-HaHOMETPOBasi HUTh, (PpaKTal.

Ilpunrsareie coxkpamenuss: ACM — aromHO-cuioBas Mukpockonust, MYPH — manoyrinosoe paccesi-
HHUE HEHUTPOHOB, OM — 3IIEKTPOHHAS MUKPOCKOMUS, II. H. — I1apa HyKJICOTH/IOB.

Snepnas JHK B reHomax 3ykapuoT HaXxoAUTCS B BUIE
HYKJICOIIPOTEMHOBOI'O0 KOMIUIEKCa — XpoMaTuHa. J[ins xom-
MMAKTHOTO XPaHEHUs TeHETHIECKOi nHpopMannu u odecreye-
HUSI JOCTyTa K Hel TpedyeTcsi ero ornpezeieHHas opraHusa-
nust. K cepenune 1970-x rogoB ObUIO M3BECTHO, YTO XpOMa-
tuH cocrout u3 JJHK u rucronos H1, H2A, H2B, H3 u H4
(Kornberg, Thomas, 1974). Ha ocHoBaHMM nMeromuxcs O1o-
xumudecknx naHHbix KopuOeprom (Kornberg, 1974) Obuta
BBIJIBUHYTA THIIOTE3a O CYIIECTBOBAHUM CTPYKTYPHOTO 3JIe-
MEHTa XpOMaTHHa, KOTopast 03/[Hee OblIa MOATBEPIKICHA K-
cuepumenTtansHo (Oudet et al., 1975). OOnapyxeHHBIE Hac-
THIBI Ha3BaJIM HykJeocomamu. [lo3nHee meronoMm audpax-
UM PEHTTEHOBCKOTO HM3JIy4eHHs Obula IIOJIydeHa IepBas
MTOJTHOATOMHAs CTPYKTypa HykieocoMsl (Luger et al., 1997), B
HaCTOSLIMHA MOMEHT MX n3BecTHO Oonee 30.

JocTturaemasi ¢ moMoIIbI0 HYKJIEOCOMHOM OpraHu3alyu
CTENEeHb KOMIAKTHU3AllMM XPOMAaTHHA SBISIETCSI HEOCTaTOY-
HOW U1 OOBsCHEeHUs] HaOII0JaeMOl IJIOTHOCTH SIJICPHOM
YIaKOBKH, YTO YKa3bIBaeT Ha HAJIMYUE CYNEPHYKIEOCOMHBIX
cTpyktyp xpomatrna (Woodcock, Ghosh, 2010). Habmonae-
MBI€ TIPU TIOMOIITH 3IEKTPOHHONH MHKpOCKonuu 30-HaHOMET-
pOBBIE HHTH XpOMAaTHWHA CYUMTAIOTCS CIEAYIONMM 3TANoOM
rkomnakTm3anuu JJHK (Oudet et al., 1975; Finch, Klug, 1976).
3a mporeanne AeCATHICTUS] HUTH XPOMaTHHA HCCIe0Ba-
JMCh MHOXECTBOM SKCIIEPUMEHTAIBHBIX METOI0B, TEM HE Me-
Hee IOJIydeHHbIE Pe3yJIbTaThl HE MO3BOJISIOT ClIeNIaTh OJIHO-
3HAYHBIE BBIBOJBI 00 MX CTPYKType, a psij HCClef0oBaTeNeH
CTaBsT MOJ] COMHEHHE CaMO CYIIECTBOBAHHE PETYJISIPHOIL yIia-
KOBKH HyKJieocoM B HuTH auamerpom 30 um (Van Holde, Zla-
tanova, 1995; Tremethick, 2007; Fussner et al., 2011).

OmpeneneHHblii  POTrpecc JOCTUTHYT B HCCIEHOBa-
HHUM CTPYKTYpPbI XpOoMaTHHa B Macuirade ueioro siapa. [pu-
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MEHEHHE OHOPHU3MUECKUX METOAOB W OHOXHMHIYECKUX
TEXHUK TO3BOJIIO YCTAaHOBUTH NBYX(a3HYH (QpaKTaIbHYIO
opranuzaiuio xpomaruHa (McNally, Mazza, 2010) u B psjae
Clly4aeB MOCTPOUTh TPEXMEPHBIE MOJIEIN HCCIEIyEeMbIX Te-
HoMOB (Duan et al., 2010).

B mactosmeit pabore moapoOHO PACCMOTPEHBI JKCIIe-
pPUMEHTAIBHBIE U TEOPETUYECKUE PaOOThI, MOCBSIICHHBIC
HCCIIC/IOBAHUIO PA3JIMYHBIX YPOBHEHW OpraHH3aldud Xpoma-
THHA.

CTpyKTypa HYKJIE0COMBI

OpHU U3 MEPBBIX JOKA3aTENBCTB CYIIECTBOBAHUS CTPYK-
TYypHOTO DJIEMEHTa XPOMaTHHA OBITH ITOyYEHBI C IOMOIIBIO
9KCMEPUMEHTOB MO AJIEKTPOPOPETHUECKOMY Pa3ieiICHHIO
cMecel THCTOHOBBIX OEITKOB M MCCIIEOBAaHMS CHEKTPOB pac-
CesiHUsl PEHTreHOBCKUX Jiydeld Ha cMecsax JIHK u rucronos
(Kornberg, 1974; Kornberg, Thomas, 1974). Ha anekrpodo-
perpammax cmecu ructoHoB H3 u H4 mabmonganocs § moroc,
COXPaHSIOMIUXCS B MIXPOKOM MHTEpBaJie KOHIeHTparwid. [1o-
CJle COOTHECCHMS MOJEKYJISIPHBIX MacC U MOJBMYKHOCTH Yac-
THUI] CTAJIO SICHO, YTO B PACTBOPE MPHUCYTCTBYIOT TeTEPOTETPa-
mep (H3),(H4), n mpomyKThl ero aucconuanyy BILDIOTH 0 OT-
JIeITBHBIX TUCTOHOBBIX O€IKOB. AHAIOTUYHBIM 00pa3oM ObLIO
yCTaHOBIIEHO, uTo THcTOHE H2A 1 H2B 00pasytoT rerepou-
Mep. Creayromuii dTan MccieoBaHUS — TOJYyYEHUE CIeK-
TPOB paccesHus] PEeHTTEHOBCKOTO M3Iy4EHHUS JJIS PACTBOPOB
JIHK B mpuCYTCTBHH TE€X WU HHBIX THUCTOHOB WM MX CpaBHe-
HHE CO CIIEKTPaMH JJIsl 00pa3I0B XpOMAaTHHA, BBIACICHHBIX U3
kietok (Kornberg, Thomas, 1974). Oxa3zanoch, 9To 1751 BOC-
MIPOM3BEICHUS CIIEKTPOB M COOTBETCTBEHHO CTPYKTYPHI XPO-
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10 am

Puc. 1. Ctpykrypa Hykieocombl PDB:1AOI (Luger et al., 1997).

IToxa3zaHsl 1Ba H300pasKeHUSI OTHOI CTPYKTYPBI, IOJTy4SHHBIE TIOBOPOTOM Ha 90° B INIOCKOCTH, NEPIEHANKYIISIPHOI ITIOCKOCTH PUCYHKA. I HCTOHBI (II0Ka3aHbI
wapuxamu) 00pa3yroT OEIKOBBINA KOP, BOKPYT KOTOPOTo HaMoTaHo okoio 1.7 Butka cynepenupanu JJHK. Cmpenxoti (creéa) oTMeueHO HaIIpaBiIeHUE OCH IICEB-
JIOCUMMETPHH BTOPOTO Mopsijika. B nuoicneit uacmu pucyHKa nokasaHbl XapakTepHbIE pa3Mepbl HYKJICOCOMBI.

MaTHHa HEOOXOAMMO IPUCYTCTBHE YETHIPEX THUCTOHOB —
H2A, H2B, H3 u H4, no ne H1.

Ha ocHOBaHMM MMEBIIMXCS LUTOJIOTMYECKUX, ONOXUMHU-
YeCKUX N OMO(PM3NIECKUX JAHHBIX ObUIA BBIABHHYTA THIIOTE-
3a 0 TOM, 4TO YeThIpe rucToHa oopasyroT kommiekc ¢ JJHK B
BHJIE TeTepPOOKTaMepa (BKIIOYAIOIIETO B ceOs 1Mo aBe cyOne-
JVHUIBI KQOKIOTO TUCTOHA), PUYEM OJIMH TAaKOW KOMILIEKC
conepxut nopsaka 200 map mykieoruao (m. H.) (Kornberg,
1974).

[Tpumenenue 3ekTpoHHONH MuUKpockonuu (OM) st BU-
3yaln3alui CTPYKTYPbl XpOMaTHHA OBIJIO OrpaHWYCHO BHI-
cokoil motHocThio ynakoBku JIHK B simpe, koTopast He mo-
3BOJISUIA HEMOCPEJICTBEHHO HaOJI0JaTh Npe/iCKa3aHHbIe Yac-
Tuiel. B 1975 1. Ha OCHOBE MMEBIINXCS OMOXMMHYECKHX
JIAaHHBIX O CBOMCTBaX IMCTOHOBBIX OEJIKOB YIaJoCh pazpado-
TaThb METOBI HEPA3PYLIAIOIIETr0 BBIACICHNS OTACIBHBIX 3JIe-
MEHTOB XpoMaTHHa u3 1enoro sapa (Oudet et al., 1975). Ha
JIEKTPOHHBIX MUKpOoQoTOrpadusx ObUIN YETKO BHIHBI H30-
JTUPOBAHHBIE HUTH XPOMaTHHA, 00pa30BaHHBIC OTACIHHBIMU
YaCTHLAMM JHAMETPOM OKOJIO 13 HM, OpraHM30BaHHBIMH B
CTPYKTYpPY THIIa «OYCHHBI-Ha-HUTH». ABTOPBI Ha3Bajl OOHa-
pY’KEHHbIE YaCTHUIIbI HyKJIEOCOMaMH. broxnmuuecknii aHamms
MIOKA3aJI, YTO 3TU YACTULBI COCTOST U3 YETBIPEX KOPOBBIX TUC-
tonoB u JIHK. Takum o0pa3om, XpomMaTuH COCTOUT U3 HY-
KIJIEOCOM, COEIMHEHHBIX THHKepHbIMH cermenTamu JJHK.

[Tyrem moBBIIIEHWST MOHHOM CHiBI pacTBopa (o 2 M
NaCl) aBropam yaanoch T0OUTHCS AUCCOMUALMH HYKICOCOM
Ha G6emok 1 JIHK; mpu mOHMKEHNH MOHHON CHIIBI OCYIIIECTB-
JI1ach peaccolMalsi, B pe3ysibTaTe KOTOPOH MHOTydasuch
paHee HaOmogaemMble CTPYKTYpBI. [107100HBIE SKCIIEPHMEHTBI
nposoamiu ¢ BupycHoit JIHK u rucronamMu MiieKonuTaromux.
[Tpu 3TOoM 00pa30BBIBAINCH PEKOMOWHAHTHBIE HYKIICOCOMBI,
AMEIOIINE XapPaKTePHYIO CTPYKTYpy. W3 3Tux HaOmromeHwit
ObUT clIeTIaH BBIBOJ] O TOM, UTO CIICIMAIBHBIX TIOCIIEI0BATEIb-

Hocreit JIHK nmms cOopkm HykieocoMm He TpeOyercs, mMexa-
HU3M O00pa3oBaHUsI HYKIJIEOCOM SIBIISIETCSl YHHMBEPCAJILHBIM
(Oudet et al., 1975).

JlaHHBIE 3KCIIEPUMEHTHI YCTAHOBHIIM OCHOBHBIC MPUHIIU-
bl YCTPOMCTBA XPOMATHHA, OJIHAKO JETalI CTPYKTYPHOI Op-
TaHU3aIUU HYKJIEOCOM OCTaBaJINCh HEM3BECTHBIMU. MOIIHBIM
METOJIOM HCCIIEJOBaHUS CTPYKTYPBI CIOKHBIX OMOMaKpoMO-
JICKYJI SIBJISIETCSI METO/ TU(PPAKIMU PEHTIEHOBCKOTO M3JIy4e-
HUS Ha KpuctamiaXx. C MOMOIIBIO 3TOr0 MeTojia OBUIO yCTa-
HOBJIEHO, YTO HYKJICOCOMa UMEET LMINHAPUIECKYI0 (opMy 1
pasmep 11 X 11 X 5.7 um, npu stom JTHK obpasyer okoino
1.75 BuTka cymepcnupanu (¢ marom 2.8 HM) BOKPYT THCTOHO-
Boro kopa (Finch et al., 1977). Kpome Toro, Obl10 moxazaHo
HaJIMuie HEKPUCTAIUIMUECKOH OCH MCEBJOCHMMETPUN BTOPO-
ro nopsinka (nmaner). IlozaHee Obuia MONTydeHa CTPYKTypa
Hyksieocombl ¢ paspericaueM 0.7 um (Richmond et al., 1984),
YTO TO3BOJIMIIO YCTAHOBUTH MECTOMOJIOKEHHNE KayKAOTO THC-
TOHA B LIEHTPAIBLHON 00JacTH HyKJIeocoMbl. OKa3anock, 4To
0Ch TCEBJOCHMMETPHUHU COBIIAJIAET C OChI0 CUMMETPHUH TreTe-
porerpamepa (H3),(H4), u mpoxomuT depes3 HEHTPAIBHYIO
napy HyKJICOTH/JIOB.

3amenoii HatuBHON /IHK Ha BBICOKOpEryIApHYIO mOCie-
JIOBATEIBHOCTh yJIAJIOCH TTOJYYUTh CTPYKTYPY C pa3perieHu-
em 0.28 um (Luger etal., 1997). KoopauHaTsl OCTYIHBI B
MeXayHapoaHo# 6a3e manHeix PDB (Berman etal., 2003)
mon uHnekcom 1AOIL B kawectBe JIHK ObLT B3AT cerMeHT
JUTMHOW 73 M. H. U3 OL-CATEJUTUTHBIX ITOBTOPOB XPOMOCOMBI X
yenoBeka (Yang et al., 1982), u3 koToporo ObIIT CKOHCTPYHPO-
BaH NaMHAPOM JuIMHOI 146 1. H. KopoBble THCTOHBI ObLIH
B3SITHI U3 Xenopus laevis (adprKaHCKas MITIOPIIEBAs JIATYIIKA)
U 3KcIpeccupoBansl B Escherichia coli. YeTbipe KOPOBBIX TH-
crona H2A, H2B, H3 u H4 o6pasytor okramep (OeJIKOBBIit
KOp), COCTOSIIIINN M3 JBYX KOMHUI KaXJI0T0 U3 YETBIPEX THCTO-
HoB. JIHK ynoxena TakuM o0pa3oM, 4TO Ha THCTOHOBBIH KOP
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HaMOTaHO TpuMepHO 1.7 BHTKa ee cymepcmupanu (puc. 1).
[To3mHee Oblma moydeHa aHAIOTHYHASI CTPYKTYpa, HO ¢ 0o-
nee BeicOkUM pasperieHueM (0.19 am) — PDB:1KXS5 (Davey
etal., 2002).

Heobxoaumo oTmeTuTh, 4TO NpU 3Kcrpeccuu B E. coli
THCTOHBI HE MTOJIBEPratoTcss MOAN(BHUKALIUSIM, B TO BpEMs KaK B
PEaTBbHBIX YCIIOBHSAX HAOIIOIAETCSI MHOKECTBO ITOCTTPAHCIIS-
LMOHHBIX MOJU(UKAIMIA: alleTHINPOBaHUE, METHIMPOBAHHE,
¢bochopunupoBanue, yonksurnaupoaaue u T. 1. (Khorasa-
nizadeh, 2004).

B 2000 r. 6p1a moyvena crpykrypa PDB:1EQZ, conep-
JKarasi THCTOHBI U3 spuTpounToB Kypuilsl (Harp et al., 2000).
JHK, kak u panee, Obl;la CKOHCTPYHpOBaHa Ha OCHOBE T'€HO-
Ma YeJoBeKa. B eoM TeXHOIOTHs MPUTOTOBICHHS KPUCTAT-
JOB C TAakWUMH OHOJIOTHYECKHMH MAaKpOCTPYKTypaMH, Kak
HYKJIEOCOMBI, HCIIOJIb3y€eT HeTpUBHAIIbHBIC TTOAX0 16l Hampu-
Mep, JaHHasi CTPYKTypa ObliIa MOTydeHa B YCIOBUSAX MHKPO-
TpaBUTAllMM HAa OOPTY KOCMHYECKOTro Kopadisi «Space Shut-
tle» (NASA, CIIIA). Tak kak B 3TOM ciiy4dae OCIIKU BBIACIISUIN
13 HATUBHBIX SI€P, TUCTOHBI MOTJIM ITO/IBEPTaThCsl MO (H-
KanusM. JlefcTBuTenbHO, ananu3 ructona H3 u3 sputporu-
TOB KYpHI[BI C TIOMOIIBI0 MAaCC-CIIEKTPOMETPHUHU TTOKA3al, YTO
mu3unel 9, 14, 27, 36 u 79 metunupoBansl, a 18 u 23 aneru-
npoBansl (Zhang et al., 2002). Tem He MeHee CyIIECTBEHHBIX
OTIMYMI OT paHee M3BECTHBIX NMPOCTPAHCTBEHHBIX CTPYKTYP
HYKJICOCOM OOHapy>KeHO HE OBLIO.

Kpome stux ctpykryp B 6aze PDB ecth okoyio mecsiTka
CTPYKTYp, TIOTYYCHHBIX U3 Sin-MyTaHTOB apoxckeit (Muthu-
rajan et al., 2004). B npoxxxax mpUCyTCTBYeT peMOJIeIHPYIO-
i pakrop SWI/SNF, QyHKIMsS KOTOpOro 3akiovaercs: B
mepeMerieHun Hykineocombl 1o 1mend JJHK. DtoT daxrop
JKM3HEHHO BaXKCH, TPH €ro MHAKTHBAIMM KJETKa Iorunoda-
eT. CyIecTBYIOT APOXIKH, UMEIONINE MYyTallid B THCTOHAX,
criocoOHble BeDKMBaTH 0e3 ¢axropa SWI/SNF (MyTaHTHI
SWI/SNF independent, wiu Sin). bpuin nosydeHsl CTPyKTy-
pBl HYKJIEOCOM C 3THMH MYTaIlMsIMH, KOTOpPbIE, KaK OKa3a-
JI0Ch, JIOKAJIN30BaHBI B 00J1aCTH KOHTaKkTa ructonoB H3 u H4
¢ IHK u npuBOaAT K HapyIIEHUIO UX B3aMMOJACHCTBHS. Bee-
IO TAaKUX KOHTAKTOB pa3pymIaeTcs oT 2 J1o 6 U3 00IIero Koiu-
yectBa okoio 120. Takum oOpa3oM, Maible U3MEHEHHS BO
B3aumozeicTeun JIHK 1 KOpOBBIX THCTOHOB MOI'YT OKa3aTb
CYIIECTBEHHOE BIIMSHHE HA CTAaOMIBHOCTH M IIOJIBH)KHOCTD
Hykieocom (Muthurajan et al., 2004).

HemaBHo B 1eHTpOMepax, e BMecTo TucToHa H3 mpu-
CYTCTBYeT crienuanbHbiid ructor CenH3, ObutH in Vivo 00OHA-
pyeHbl cyOHykneocoMmHble cTpykTypbl (Dalal et al., 2007).
[To manaeIM DM, XpoMaTHH B IIEHTPOMEpaxX yNaKOBaH MEHEE
IUIOTHO, AJMHA JUHKEPHBIX YYaCTKOB 3HAUUTENIBHO IMPEBbI-
maeT oObIuHbIe 3HaUeHHs. Kpome Toro, m3MepeHHs BBICOTHI
YaCcTHUI[ C TIOMOIIBI0 aTOMHO-CHJIOBOH MuKpockormu (ACM)
MOKa3aJju, 9YTO HyKJIeocoMbl ¢ TucToHoM CenH3 nmeroT MeHb-
LIy BBICOTY IO CPAaBHEHHIO C OOBIYHBIMH HYKJICOCOMaMH.
buoxumunueckue 3KCIEPUMEHTHI MPOJEMOHCTPUPOBANIU, UTO
maa JIHK B coctaBe CyOHYKIEOCOMHOW YacCTHIBI OKOJIO
100—120 m. H.,, B TO BpeMs Kak OOBIYHO OHA COCTAaBIISICT
150—170 n. 1. [To pe3ynbraTtaM BceX HCCIEIOBAHUN aBTOPBI
CZIeTay BBIBOJ O TOM, 4TO Ipu ydactuu ructona CenH3 06-
pasyeTcsl He OKTaMmep, a TeTpaMmep KOPOBBIX THCTOHOB, M CO-
OTBETCTBEHHO B YaCTHIIE NMPHCYTCTBYET TOJBKO OJUH BHTOK
cynepcnupanu JHK.

Kpome myTanuii 1 MoaupuKaui THCTOHOB Ha CTa0MIIb-
HOCTb HYKJIEOCOM MOXET BJIMATH mocienoBareabHocTh JTHK
(Segal et al., 2006). bputn rccnen0OBaHbI OTHOCHTEIBHEIC Yac-
TOTHI BCcTpeuaeMocTH quHykieotToB AA/TT/TA u GC B 3a-
BUCHMOCTH OT HX IIOJIOKCHUS B CTPYKTYpPE HYKICOCOMBI.

JlaHHBIC TOTYyYEHBI B 9KCIIEPUMEHTAX KaK C CHHTETHYECKUMHU
TIOCJICIOBATEIIFHOCTSAMH, TaK M C HYKJICOCOMAaMU M3 KIIETOK
JpOoJOKeil. ABTOpPBI OOHApPYXKWIM, YTO IMHYKICOTHIBI pac-
TIPEe/IeNEHbI C IepruooM mopsiaka 10 m. H., 9TO OTBEYaeT BUT-
ky cnupanu JJHK. ITpu 3TOoM BCTpedaeMoCTh AUHYKICOTUIOB
GC cmemieHa Ha MOJIOBHHY neproja. OgHUM U3 00bSICHEHUH
00HapyKEeHHBIX MpedepeHInii MOXKET OBITh 3aBUCMOCTh Me-
xaHndeckux cBoifctB JIHK oT xoHkpeTHOIl mocnenoBarensb-
HOCTH, B YaCTHOCTH CIIOCOOHOCTH H3rHOATHCS, YTO Ba)KHO
Ui crabuibHOcTH HykieocoMm (Garcia et al., 2006). B pe-
3yJIbTaTe MPOBEACHHBIX UCCIIEOBAHUH ObLIa CO3/1aHa MOJICIb
HYKJIEOCOMBI C XapaKTepPHBIM NEPHOANIECKIM PACTIOIOKECHHU-
em gunykieotunoB AA/TT/TA u GC. C wucnois3oBaHHEM
9TOM Mojenu ObUT pa3paboTaH aNrOPUTM AJS MpEeACKa3aHus
TIOJIOXKEHHS HYKJIEOCOM B TIOCIIE/IOBAaTEIbHOCTH reHoMa. Oka-
3aJI0Ch, YTO MPUMEPHO MOJOBHHA SKCIEPUMEHTAJIBHO YCTa-
HOBJICHHBIX CAaWTOB 00pa30BaHMsI HYKJIEOCOM MOXKET OBITH
npejcKa3zana JaHHeIM MetoqoM (Segal et al., 2006).

Takum 00Opa3om, NPUHIMITHATIBHAS CTPYKTYPa HYKJIE0CO-
MBI KaK ypOBHSI OPTaHHM3AILMH T€HETHUECKOTO Marepuana 6o-
nee wian MeHee miydyena. M3 rucrono m JIHK cobupaercs
KOMIUIEKC, KOTOPBIA 00JIalaeT J0CTaTOYHOW TMOKOCTBIO JIJIst
obecrieueHnst HeOOXOJUMBIX KJIETOYHBIX ITPOIIECCOB U B TO XKe
BpeMsl SIBJISIETCS HMCXOJHBIM MaTepualioM JUlsl CIEIYIOIIETo
YPOBHSI KOMITAaKTH3ALHH.

KOMHaKTI/I3aIII/IH XpoMaTuHa

KommakTuzanusi XxpomMaTuHa JOCTHraeTcsi 3a CYeT B3au-
mozeiictBust JIHK, rucTOHOBBIX OEIIKOB — KaK KOPOBBIX, TaK
U JIMHKEPHBIX, a TaKKe OIPEISICHHOTO MOJICKYIISIPHOTO
okpyxenust. OnHuM 13 (GakTOpoB, BIHMSIONIMX HA OpraHu3a-
LUI0 HYKJIEOCOM, SIBJISIETCSI COOTHOLIEeHUE ructoHoB u JIHK
(Nikova et al., 2004). ITpu momormmm ACM Habmogamu peac-
COLIMAIINIO KOPOBBIX TUCTOHOB U perynsapHoit IHK, conepxa-
meit 12 Komuit OAHON M TOM Ke TTOCIIEA0BATEILHOCTH ITHHON
208 1. H. IIpu cootHomennu ructono u JTHK 1 : 1 HaGro-
A PEryJSIpHYIO  CTPYKTYpPY, @ TpPH COOTHOIICHHUH
0.75 : 1 — neperyaspHyto. Pactipenenenue BbICOT BO BTOPOM
Cllydae MMEET HECKOJBbKO IMHUKOB, KOTOPHIE COOTBETCTBYIOT
numepaMm ructoHoB H2A—H?2B, cyOHYKIIGOCOMHBIM YacTH-
am (TeTpaMepaM MM TeKcaMepaM TMCTOHOB) U LIEBIM HYK-
neocomaM. [Ipu cootHomenun 1.5:1 oOpasyercst MIOTHO
yIaKoBaHHAs CTPYKTYpa, B KOTOPOH OTAEIbHBIC HyKICOCOMBI
Hepa3imuuMbl. TeM He MeHee, KaK I0Ka3ajd HaOJIIOJEHUs
n3onupoBanHoi Monekynbl JJHK B xuako# ¢ase, ata crpyk-
Typa sBisieTcss monsmwxHOH. Ha psage ACM-m3o00pakeHuid,
MOJIyYEHHBIX ¢ BpeMEHHHIM uHTepBasioM 30 ¢, BUTHBI IPU3HA-
KU KaK BBINIETIWBaHUs, TaKk ¥ KoHAeHcaruu JIHK.

Jpyrum GpaxTopoM, BIUSIOIIAM Ha KOMITAKTH3ALUIO XPO-
MaTHHa, SIBJIICTCSI MOHHAs cuiia pactBopa (Zlatanova et al.,
1998). Ilpu ee MOBBHIIIEHUN HAOIIOAACTCS YBETUICHUE TUIOT-
HOCTH YIaKOBKH XpoMaTuHa. 13 cpaBHeHnss ACM-u3obpaxe-
HU clielyeT, 4To BIUSHHUE ABYX3apsIHBIX HOHOB B IIpoIecce
KOH/ICHCAIINY 3HAYUTEIBHO BBIIIC, YEM OJTHO3APSTHBIX.

Kpome Toro, n3BecTHO, 4TO peMoAeIupyouue GakTopsl,
B yactHocTH Oenku ISWI cemeiictea SWI/SNF, moryT opra-
HU30BBIBATh PEryJsipHBIC MaccuBbl HykieocoM (Léngst, Be-
cker, 2001; Eberharter, Becker, 2004).

Hakonen, mpucyTcTBHE IHHKEPHOTO THCTOHA TaKKe MO-
JKeT BIMATH Ha (opmupoBaHue HHUTeH xpomarnHa (Thoma,
Koller, 1977; Thoma et al., 1979). MHOro4HCICHHBIC HCCIIC-
JTIOBAaHUS NAIOT Pa3IMYHBIC OICHKH POJH JIHHKEPHOTO THUCTO-
Ha — OT He3HaumtenbHOU (Wittig,Wittig, 1977; Yao et al.,
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1991; Kruithof et al., 2009; Schlick, Perisic, 2009) no cymre-
crBernoit (Fujiwara et al.,, 1989; Bednar et al., 1995, 1998;
Leuba et al., 1998; Robinson, Rhodes, 2000).

B 1993 r. 6pu1a pemena cTpykTypa TI00YIISIPHOTO JOMe-
Ha ructona H5 — PDB:1HST (Ramakrishnan et al., 1993).
AMMHOKHCIIOTHAsI TIOCIIE/IOBATENILHOCT Oelika KypHIIbl ObLia
Moau(UIIpOBaHa Ul SKCIPECCHH B KieTKax E. coli, KoTo-
pBI€ pOCIH Ha Cpefie, CoAepIKallell ceJIeHOMETHOHUH. Bkitto-
YEHHUE CeJIeHa B COCTaB O€lKa M MPUMEHEHUE CIICIHaIbHBIX
METOJIMK KPUCTAIIOrpa(uIecKoro NCCiIea0BaHus MO3BOIHIN
YIYYIIUTh Ka4eCTBO CTPYKTYpBI, HTOTOBOE pa3pelleHue co-
craBmwio 0.26 HM.

Ha ocHOBe moiyueHHBIX KOOpAMHAT ObLIA IOCTPOEHA
MIOJTHOATOMHAsI MOJIENb KOMILIEKca IMHKepHoro ructona H1 ¢
HyKIIeocoMoi (xpomartocombl) (Bharath et al., 2003). Ponp
ructoHa H1 3axmovaercs B crabwin3anyuy OpUEHTAMH JIHH-
KEPHBIX CETMEHTOB OTHOCHTEIBHO KOpPA, MPU ITOM KaKIbIH
JIOMEH oTBevaeT 3a oTAenbHbli yuactok JJHK. Tak, C-xoHie-
BOM [IOMEH B3aUMOJCHCTBYET MPEUMYILECTBEHHO C HCXOIs-
MM JTMHKEPHBIM CETMEHTOM, CYIIECTBEHHO HCKPHUBILAS €T0, a
TJIOOYISIPHBINA JIOMEH — C BXOASIIMM JIMHKepoM. [locTpoeH-
Hasi MOJIeNb onuchiBaeT mpuMepHo 40 m. H. nuuakepHoit THK.

Metonom kpuo-ACM (mpu temmepatype ~80 K) Obutn
TIOJTY4EHBI M300paKeHUs] HYKJICOCOM W3 SIEp SPUTPOIMTOB
kypuis! (Sheng et al., 2006). CriertnanbHbIe YCIOBHUS TT03BO-
JMIIM JOCTHYb BBICOKOTO PA3pelIeHHs M JETalbHO PaccMOT-
peTh CTPYKTYpy xpomaruHa. Ha ocHoBe ACM-n3o0paskeHuit
OblsIa TOCTPOEHA MOJIENb XPOMATOCOMBI, COTTIACHO KOTOPOH
JMHKEPHBIH THCTOH pacriojlaraetcsi B 00JacTH IEHTpPab-
HBIX Map HYKJICOTHUIOB U UMEET KOHTAKThI C BXOJISILCH U HC-
xomsameit JIHK. Taxoke Oblta moiydeHa OICHKA Pa3MEpoOB
XpOMAaTOCOMBI: IIMIHHpUYECKast HyKIeocoMa UMEeT pa3Mep
12.5X 12.5 X 6 HM, KOMIUIEKC JMHKEPHOTO THCTOHA W
JHK — 8 X 7 X 3 Hm.

Jnst viccnenoBaHusl CTPYKTYPbl XpOMAaTOCOMBI OBbUIM in
ViVOo TIpOBENICHBI AKCIIEPUMEHTHI ¢ ToMOoIIbio Metona FRAP
(fluorescence recovery after photobleaching) (Brown et al.,
2006). CyTh dKCTIepUMEHTA COCTOUT B TOM, UTO K TUcTOHY H1
(HaTMBHOMY WJIM C MyTaIllel) MPUIIUBAIOT (IIyOPECIEHTHYIO
METKY, 3aTeM Ha KJIETKE «BBDKUTAIOT» HEOOJIBIION y4acTOK U
HaAOIIOAIOT 32 BOCCTAaHOBJICHNEM (uryopecueHimn. Ecnu ru-
cToH He cBsi3aH ¢ JJHK nmm npyrumu TspKenmsIME MoJIeKyJia-
MH, TO OH OBICTPO MU YHAMPYET K MECTY BBDKHIAHUS H
(yopecueHIst OBICTPO BOCCTAHABIMBACTCSI, W Ha00OPOT.
Harusnas ¢opma nuakepHoro rucrona H1 mmeer xapakrep-
HOE BpeMmsl TIofTyBoccTaHoBieHus: Gayopectennuu 50 ¢, a He-
KOTOpBIE MyTaHTBI — MOPSIJIKa HECKOJIBKNX ceKyHI. Ha ocHo-
BaHMM JaHHBIX FRAP-3kcriepuMeHTOB OBLIM OIpe/ieeHbI
AMHHOKHUCIIOTHI, yuacTBytomue B cBs3bBannu ¢ JJHK. C uc-
noap3oBanreM cTtpykTypsl PDB:1HST (Ramakrishnan et al.,
1993) aBTOpPBHI MOCTPOMIM MOJEIb B3aUMOJCHCTBHS TIIOOY-
nsapraoro nomena ructoHa H1 ¢ JIHK. Caiir 1 (His25, Argd7,
Lys69, Lys73, Arg74 u Lys85) cesssiBacrcs ¢ JIHK B obmnac-
TH IIEHTPAJIBHOM Mapbl HyKI€OTHIOB, calT 2 (Arg42, Arg94 u
Lys97) — ¢ ogauM u3 1BYyX MTUHKEpHBIX cermeHToB JTHK.

Bonee mo3aHue uccrneaoBaHUsS CTPYKTYpPHOU OpraHu3a-
LIUM XPOMAaTOCOMBI C HUCTIOJIb30BAHUEM METOZA OIMpPEACICHHS
caifroB nuHkepHoit JJHK, nocTymHsIx 11s pacTBOpUTENs, MO-
3BOJIMJIM COTIOCTABUTH PA3JIMYHBIC MOJICKYJISIPHBIC MOJICIIH
xpomartocomsl (Meyer et al., 2011). Bersicaunocs, 94To B OTIH-
Yhe OT MOJENH, INpeIoKeHHOH B pabore (Brown et al.,
2006), TIOOYJSPHBIH JOMEH JHUHKEPHOIO THCTOHA HMEET
TpH caiita cBsizbiBanus ¢ JJHK, B3aumopeiicrBys kak ¢ JIHK B
COCTaBe HYKJIEOCOMBI (B 00JaCTH LEHTPAJILHOW Mapbl HyK-
JICOTHIIOB), TaK U C OOOMMH JIMHKEPHBIMH CETMEHTaMU Ha

MPOTSDKEHUH TEPBBIX (0T HyKJIeocoMmbl) 10 M. H. JIMHKEPHBIX
JHK. ITpu s3Tom C-KOHIIEBO# TOMEH 00pa3yeT IOMOIHUTEIh-
Hble KOHTakThl ¢ nuHkepHbiMH JIHK, yBenmumBas momnyrio
IUMHY caita B3ammoneiicteusa mo 20 m. H. Kpome Toro, oba
JIMHKEPHBIX CETMEHTa HaXOAATCSl B KOHTAKTEe JIPYT C APYroM
Ha mpoTshkeHun emie 20 1. H., TaKuM 00pa3zom, JJuHA TOTy-
nuHKepa cocrtasisieT 40 1. H.

[Tony4eHrne KpHUCTAIIIOB KOMILUIEKCOB HYKJIEOCOM U Oell-
KOB, TIO3BOJIMBIIICE OBI MMPOJIUTH CBET HA CTPYKTYPY XpOMATO-
COMBI, TIPEJCTABISCT OO0 CIOKHYIO 3a1a4y, M K HACTOSIIIC-
MY MOMEHTY PEILIEHA TOJIBKO OJIHA TaKasi CTPYKTypa — KOMII-
nexc HykieocoMsl U ¢pakTopa RCC1 u3 aposodmnsr (Makde
etal.,, 2010); neranmpHasi OpraHu3alMs XpPOMAaTOCOMBI IOKa
oCTaeTcs HepPeIIeHHOI mpo0IeMoii.

CTpyKTypa HUTH XpOMaTHHA

W3 umerommxcest 9KCIIePUMEHTAIBHBIX JAHHBIX 00JIee HITH
MEHee ONpE/ICIICHHO M3BECTHA TOJBKO OOILasi CTPYyKTypHast
nHpOPMAaNUA 0 HUTAX XpoMaTtuHa. Metonom OM ycTaHOBIICH
ux guametrp — okoio 10 u 30 am (Oudet et al., 1975; Finch,
Klug, 1976). 10-HaHOMETpOBast HUTh XPOMAaTHHA TPEACTABIISI-
eT co0oif IeTI0YKY HYKJIEOCOM C OTHOCHTEIHHON JTHMHEWHOU
TUIOTHOCTBIO (KOJIMYECTBO HYKJIEOCOM B HUTH 10 OTHOIICHHIO
K THaMEeTpy HyKJICOCOMBI), paBHOW 1, OpeIeIeHHON ¢ TIOMO-
[P0 MAJIOYTIIOBOTO PACCESHUS PEHTTCHOBCKOTO W3IYUYCHUS
(Sperling, Tardieu, 1976). 30-HaHOMETpOBast HUTh XpPOMAaTHHA
UMeeT TIEPEeMEHHYIO JIMHEHHYIO IIOTHOCTh, KOTOpas 10 JaH-
HBIM MaJIOYTJI0BOTO paccesinus HelitpoHos (MYPH) u ckanu-
pyroriel mpocBedunBatonieit OM cocrapnser ot 1 g0 6 mpu
koHneHTparnusx NaCl 0 u >80 MM cootBerctBenHo (Ger-
chman, Ramakrishnan, 1987). I1pu 3TOM mepexoaHbIX COCTO-
sani Mexay 10- u 30-HaHOMETPOBBIME HUTSIMH HE HaOII01a-
qu. [leranpHast opranuzauus 30-HaHOMETPOBOM HUTH Xpoma-
TUHA SBISETCS MPEAMETOM JTUCKYCCUH.

HyxieocoMbl IMEIOT MHOTO CTENEHEW CBOOOMBI, UTO TO-
3BOJISIET KOHCTPYUPOBATH M3 HUX MHOXECTBO Pa3HOOOPA3HBIX
crpyktyp (Engelhardt, 2007). Ecnu 3adgukcupoBats pa3mepsl
ructoroBoro kopa u pmuHy JJHK, To ocTarores 3 Hezadukcu-
POBAHHBIX YIJja: yIJIbl O ¥ 1] MEXKy BXOASIIECH ¥ UCXOSILEH
JIHK B mutockocTn ®, mapajuiebHOM OCHOBAHHUIO ITUIIMHIIPA,
OIHCHIBAOIIETO HYKICOCOMY, H MEePICHINKYISIPHON IIOCKO-
CTH COOTBETCTBEHHO, @ TAKXKe Yol 3 M1y IUIOCKOCTIMH O
COCEIHHUX HYKIeOocOM. MeHss 3HA4eHHUS ITHX MapaMeTpoB,
MOXHO TIOJIyYHTh BCEBO3MOXKHBIE CTPYKTYPBI, Pl KOTOPBIX
3anpenieH crepuuecku. Heo0Xo1umMo OTMETUTh, YTO BO BCEX
CIIydasx OHH TIPEACTABIAIOT COOOW peryspHBIC CIUpPAH,
pa3nuYaroNuecs TOIbKO MO KOJHMUECTBY HyKJI€0COM Ha BUTOK
U mary cnupanu. Juamerp crimpaneil BapbUpyeT B ropasio
MEHBIIIEH CTENEHN U cocTaBisdeT oT 25 1o 40 M.

Kpome cTeprueckux 3ampeToB CYIIECTBYIOT M ApYTHE
orpanndeHus. Tak, OBUTH TPOAHATH3UPOBAHBI BO3MOKHBIC
BapUaHTh! YKJIAJIKH HYKJICOCOM B IUIOTHYIO CTPYKTYpPY C MH-
HUMAaJIbHBIMHU OTKJIOHEHUSAMH CTPYKTYpbI TuHKepHOH JIHK ot
SHEPreTHYeCKH BHITOJHON KoH(popMmarmu (Scipioni et al.,
2010). Oxka3anock, yTo B 3aBucuMocTH oT jummHbl JITHK Ha
HYKJICOCOMY DPa3peIIeHHBIM SBIISIETCS OTPAaHUYEHHOE YHCIIO
KJIACCOB CIMPAIBHBIX CTPYKTYp. TeM He MeHee CIIeKTp BO3-
MOXHBIX CTPYKTYP M30BITOYCH: HANpUMEp, CHHpalH Kiacca
13/5 (xomM4YecTBO HYKJIEOCOM Ha BUTOK/KOJIHMYECTBO BUTKOB B
MEPUOANYECKOM DJIEMEHTE CTPYKTYpPbl) HMMEIOT JHaMeTp
~34 am ana 177, 187 u 197 n. 1. JIHK Ha HyKII€ocOoMy, 4TO HE
MO3BOJISICT CHIENATh OJHO3HAYHBIC BBIBOJABI 00 OpraHH3aIud
30-HaHOMETPOBOW HUTH XPOMaTHHA.
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26 HM

30 M

Puc. 2. PerynsaTopHble CynepHYyKICOCOMHBIE CTPYKTYPBI H3 15 HYKJI€0COM, COOTBETCTBYIOIIHE MOJIEIISAM «3HUr3ary (a) u «coneHoum (6).

Beepxy npusenenst cxemsl xoga JIHK; enu3y moka3an BUJ CyIepHYKICOCOMHBIX CTPYKTYp B IIIOCKOCTH, NEPIECHIUKYIIPHON OCU CYIepHYKICOCOMHOMN CIupa-
JIM, ¥ IPUBEJICHBI XapaKTEPHBIE pa3MepBbl.

Crioco0bI YKITaKH HYKJICOCOM B IUIOTHYIO HUTH XpoMa-
THHA ITUPOKO 00CYKIAIOTCS B IUTEPAType C MOMEHTA MOy~
YEeHUsS] TIEPBBIX OAIEKTPOHHBIX MuKpodororpaduii (Finch,
Klug, 1976; Thoma, Koller, 1977; Woodcock et al., 1984;
Bednar et al., 1995, 1998; Robinson, Rhodes, 2006; Wood-
cock, Ghosh, 2010; Fussner et al., 2011). OCHOBHBIMU SIBJISI-
FOTCS IBE MOien — Moieltb «coienoum (Finch, Klug, 1976;
McGhee et al., 1983) u Mmonens «3ur3ar» (Thoma et al., 1979;
Woodcock et al., 1984). B Mmonienu «cosieHOH 1 1IeNOYKa HyK-
JICOCOM 3aKpy4eHa B CyINepCIHUpajib, HAa OAUH BUTOK KOTOPOM
MPUXOJUTCS 6 HYKICOCOM, TIPH ITOM IIar CIIUPAIN COCTABIIS-
er 11 um (puc. 2). Ctpykrypa crabumimsupyercs 3a cueT Oe-
JIOK-OEITKOBBIX B3aMMOICHCTBHI KOPOBBIX THCTOHOB. B Mote-
JM «3ur3ar» Bxopsmume u Beixoasime uutu JJTHK o6pasyior
KOHTaKT, CTaOMJIM3UPYEMbIi JIMHKEPHBIM THCTOHOM, B pe-
3yJIbTaTe 4Yero MOJydaeTcsl IUIOTHAsl CrHpajieoOpasHas yra-
KOBKA, XapakTepHU3YIOIasics OOJBIIMM PACCTOSHUEM MEXTY
COCEJTHMMH 10 [[ETH HYKJIEOCOMaMH 10 CPABHEHHIO C PacCTo-
SIHUSIMHA MEKIy HYKJICOCOMAaMH, pa3ieieHHbIMUA OJHOM (Wiu
Oouiee) HyKII€OCOMOIt (pHc. 2).

B psine sxcrepnMeHTOB ¢ TOMOIIBIO Kpro-OM nccieno-
BaJld HUTU XpOMATHHA W3 JPHUTPOIMTOB Kypuilsl (Bednar
et al., 1995, 1998). B meToauke kpro-OM o0pasell B BOJHOM
pacTBope mojBepraercsi CBEpXOBICTPOil 3aMOpO3Ke, BOJIA Tie-
PEXOIUT B TBEPIOC aMOP(PHOE COCTOSHUE U (PUKCHPYET 00pa-

sen. [lomyuaemble  JaHHBIE — TO3BOJIAIOT  OMPEETUTH
OTHOCHTEJIEHOE MECTOIIOJIOKEHUE HYKIIEOCOM B 00pasIle, TeM
HEe MEHee MX HEeJ0CTaTOYHO, YTOOBI y3HATh JACTalll MEXaHU3-
Ma KOMITaKTH3aIl[H OT/EJIbHBIX [IENOYEK HYKJIEOCOM B ILIOT-
ueie HUTH. ABTOpamu (Bednar et al., 1995, 1998) 6b11a nipen-
JIOKEHa Cclleayronasi MoJiejb HUTH XpoMaTHHa. B 3aBucumo-
CTH OT HOHHOM CWJIBl PacTBOpa MEHSIETCS YOl MEXKAY
BXOJSAIMINMH M UCXOJSIIUMH JTHHKEPHBIMH CEIMEHTAMM, UTO
MPUBOJMT K Pa3IUuHBIM 3MI3aroo0pa3HbIM CTpyKTypaM. [la-
paMeTpsl ITUX CTPYKTYP COTIIACYIOTCS C JTaHHBIMH, TTOJydICH-
HBIMH 3KCIIepIMeHTanbHbIMI MeTogaMu (Gerchman, Ramak-
rishnan, 1987), 4To roBOpHT B 10JIb3y MOAEIH «3Ur3ar». Bax-
HBIM CBOIICTBOM TaKOM MOJENIN SIBISETCS TO, YTO OHA
JIOIYCKAaeT pa3In4yHble YPOBHM KOMIAKTH3alMU 0e3 cyiect-
BEHHBIX CTPYKTYPHBIX ITEPECTPOEK.

C nmomontero MYPH u cenmmMeHTAIIMOHHBIX HCCIIEN0OBA-
HUH OBIIIM ONpe/iesIeHbI MEKHYKIEOCOMHBIE PACCTOSHNUS B JIU-
U TPUHYKICOCOMHBIX YaCTHIAX, BBIACICHHBIX U3 SIIEp 3PUT-
POLIMTOB KYPHIBl M KJICTOYHON JIMHUM M3 MOYEK 00E3bsHBI,
npu paznyHeix koHeHTpanusx NaCl (Hammermann et al.,
2000). B0 ycTaHOBIIEGHO, YTO IS JHHYKICOCOM IIPH YBEITH-
yenun koHuenrtpauu NaCl ¢ 5 no 100 MM mMexHyKII€OCOM-
HBIE PacCTOSHUS yMeHbIatoTces ¢ 22 1o 15 u ¢ 18 no 14 um
COOTBETCTBEHHO. TPHUHYKJICOCOMBI HMEIOT HECKOJIBKO OTIIHY-
HBI MEXaHW3M KOMITaKkTH3auuu: 1npu koHueHTpaunu NaCl
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MeHee 20 MM paccTOsIHHAS MEXIY COCEOHHMH TIO IeTH HyK-
JIEOCOMaMH OCTAIOTCS MIOCTOSHHBIMU, HO YMEHBIIACTCS YOI
MEXK/Ty BXOJSIIUM M UCXOJSIIIUM JMHKEPHBIMH CErMEHTaMH
IIpY LEHTpaIbHON HykKseocome. [Ipy yBenTMUeHNH KOHIICHT-
paunu NaCl (6onee 20 MM) HAYMHAIOT YMEHBIIATHCS M MEXK-
HYKJICOCOMHBIE PaCCTOSHHSI.

Jnst n3ydyeHus BIMSHUS MOHHOW CHIIBI PacTBOpa Ha yria-
KOBKY HYKJIEOCOM ObLIa MOCTPOCHA KBa3MMOJIEKYJISIpHAsT MO-
nens HykiaeocoMmsl (Beard, Schlick, 2001). Kaxxnast Hykiieoco-
Ma, a Taxoke nuHkepHas J{HK Obuti mpecTaBieHs! B BUE CO-
BOKYITHOCTH 3apsDKEHHBIX IIAPUKOB, CO3JAIOLIMX TaKOW e
UIEKTPOCTATHUECKUH TOTEHNWAN, Kak M Oojee JeTanbHas
TIOJTHOATOMHAsI MOJIENb. 3aTeM ObLIH POBEAEHH! in silico aKc-
TIEPUMEHTHI 110 MOJICKYJIIPHOW JAMHAMHUKE /M- U TPHUHYKIIEO-
COM JJIsl pa3IMYHBIX 3HAYCHUH MOHHOW CHJIBI, B PE3yJbTaTe
OBUTM TOJIyYeHBI XapaKTepHBIC CTPYKTYPHBbIE MOTHBBI yIia-
KOBKH HYKJIEOCOM, B KOTOPBIX JIMHKEP OBLI M30THYT, HO CO-
CeJIHHE HYKJICOCOMBI He KOHTAKTHPOBAIN APYT C JIPYTOM.

[Tpu MCTONIB30BAHUM TTOJYYEHHBIX MOTHBOB B Ka4yeCTBE
TIEPHOANIECKUX JIEMEHTOB 00pa3yIOTCsl CTPYKTYPHI AHAMET-
poM ~30 HM, COOTBETCTBYIOLIME MOJENHN «3Urar». Paccun-
TaHHBIC JUIS ATUX CTPYKTYP CHEKTPbl MaJOYIJIOBOTO paccesi-
HUSI PEHTT€HOBCKOTO M3JTyYCHUS] HAXOATCS B COTJIACHH C TIO-
JIy4eHHBIMH 9KcrepuMmenTtanbHo  (Fujiwara etal.,, 1989;
Fujiwara, 1992). Bonee Toro, paccunTaHHbIC U JUHYKICO-
coM KO3 PUIIMEHTH! nPy3uH OKa3aIuch OJM3KH K OTpeie-
neHHbIM B padote (Bednar et al., 1995), aBTOpbI KOTOpPO# Tak-
K€ MHTEPIPETUPYIOT MOTyICHHBIEC JaHHBIC B MOJIb3Y MOJCIH
«a3urzary. OHaKO ATO NMPOTHBOPEUUT OOJIee PAaHHUM JKCIIe-
pHMEHTaM TI0 omnpejeneHnto ko3 duureHro aupdy3uu au-
HykieocoM (Yao et al., 1990, 1991), moanepKuBaroImuM Mo-
JIeIIb «COJICHOM», B KOTOPOW COCEJHHE HYKJICOCOMBI 00pasy-
10T KOHTaKT.

MonekynspHO-THHAMIYECKHE UCCIICJOBAHNS, TIPOBE/ICH-
HblE JUIS CYLIECTBEHHO OoJiee JIMHHBIX CTPYKTYp (12 m
24 HYKIICOCOMBI) C HCIOJIB30BAHNEM DPACIIMPEHHOW MOMIEIIH,
BKJTIOUAIOIIEH B ceOsl JIMHKEPHBIH THCTOH, OKA3aJId, YTO TPH
mmae JIHK 173 m. H. Ha HYKJIEOCOMY TOJy4YaroTCs TOJBKO
YIIaKOBKM THIA <«3WUI3ar», B TO BpeMs KakK ISl JUTHHBI
209 . H. Bo3MOXKHBI 00a Tmma ymnakoBku (Schlick, Perisic,
2009).

Bbuti mpoBeieHBI AKCIIEPUMEHTHI IO U3MEPEHUIO JIHA-
MHYECKHUX XapaKTEPUCTHK HUTH XPOMAaTHHA METOJOM CHIIO-
BOM CTIEKTPOCKOIINH EANHIYHBIX MOJICKYJI C TOMOIIBIO JIa3ep-
no#t noBymku (Cui, Bustamante, 2000). CyTb 3KCriepuMeHTa
COCTOsUIa B TOM, YTO K HUTH XpOMaTHHA (BBIJCJICHHOTO M3
SIIEP SPUTPOLUTOB KyPHUIIBl) IPUIIUBAIOT MIAPUK U3 TOINCTH-
poJa, 3aTeM OJMH U3 IIAPHKOB 3aXBaThIBAIOT MUKPOIMHUIIET-
KOH, a BTOPO# — Ja3epHbIM MHUHIIETOM. CMeIIeHne MUKPOITH-
TIETKM TNPUBOAMT K JAedopManuy HUTH XpoMmaThHa. B skcrre-
pUMEHTE U3MEPSUTH NMPOQMITL PACTSIKEHHUSI U BOCCTAHOBIICHUS
XpoMaTrHa. AHAJIN3 TOIyYEHHBIX JJAHHBIX TOBOPHUT B TIOJIB3Y
MOJIEITH «3HT3ary, TIPH TOM YHEPTHsI CBA3bIBAHUS HYKIEOCOM
B CTPYKType XpOoMaTHHa cOocTaBisieT mopsiaka 3.4 kT Ha HYK-
JIEOCOMY.

AHaNOrn4Hble SKCHEPUMEHTHI C IPUMEHEHUEM MarHWT-
HOTO NMUHIIETA AJIsI HUTEH XpOMaTHHA TI0Ka3aJIH, YTO PO
PpacTsHKEHHS/BOCCTAHOBIICHUSI B 00JIACTH MaJIbIX CHJI MOTYT
OBITh MHTEPIPETUPOBAHBI B PAMKaX MMPOCTEHIIIET0 MPHOIIIKe-
HUS YIPYTON MPYKUHBL, OMHChIBaeMoro 3akoHoM ['yka (Kru-
ithof et al., 2009). ConocTaBieHie XapaKTEPHBIX CBOWCTB C
npoduieM pacTsbKeHHs, PACCUUTAHHBIM ISl Pa3IMUHBIX MO-
JieTield HUTH XpOMAaTHHA, MOJICPKUBAJIO MOJEIH «COJICHOUIY,
npu 3toM anuHa JIHK Ha Hyxieocomy coctasisiia 197 m. H.,

a JMHelHas TIoTHOCTh — 1.6—2.0 HM Ha Hykiieocomy. Jlo-
TIOJTHUTEJIbHBIE SKCHEPHUMEHTHI ¢ 00aBICHUEM JIMHKEPHOTO
THCTOHA HE M3MEHMJIM OOILIel KapTHUHBI yIPYroro pacrsbke-
HUSA. AHanmu3 npoduiel pacTsHKEHHS TakKe MO3BOIHI OIle-
HUTB 3HEPTHIO B3aMMOJICHCTBHS HYKIEOCOM B HUTH XpOMaTH-
Ha, KOTopas oka3anachk paBHOH 14 kT.

CpaBHUBast CBOM PE3yJIbTAaThl C O0JIee PAaHHUMH, aBTOPHI
(Kruithof et al., 2009) yka3zanu, uto B uccinenoBanuu (Cui,
Bustamante, 2000) ucmonb30BaHBl HUTH XpOMaTHHA C APYTH-
mu xapaktepuctukamu (mmmHa JIHK Ha Hykiaeocomy Oblia
167 1. H.) ¥ B UHBIX YCJIOBHSIX, @ MIMEHHO IIPU HU3KOH HOHHOMN
CHJIE M B OTCYTCTBHE [IByXBAJICHTHBIX HOHOB, KOTOpBIE CyIIIe-
CTBEHHBIM 00pa30M BIMSIOT Ha KOMIAKTHU3AIMIO XpOMaTHHA.
bbbt mpoBenieHbl M3MEpeHHs Uil HUTEH XpoMaTHHA C JUIU-
Hoit IHK Ha Hykineocomy, paBHOH 167 m. H. IlonyueHHble
npoduiM TakKe ONMHUCHIBAIOTCS 3aKOHOM ['yKa, 0lHaKO TepBo-
HavaJIbHAsl JJIMHA HATEH OKa3anach OOJbIIE, a OTHOCHUTEIIBHOE
YJUIMHEHNE — MEHBIIIE, YeM B IEPBOM CEPUH AKCIIEPUMEHTOB,
pu 5TOM K03 (HUIMEHT KECTKOCTH BBIpOC B 2.7 pa3a. ABTO-
PBI MHTEPIPETUPOBATH ITH JAHHBIE B MOJIB3Y MOJCIH «3HI-
3ar», 3aKioyasi, YTO OCHOBHBIM (DaKTOpPOM, BIMSIONIMM Ha
OpraHu3aIyi0 HUTH XpoMmartuHa, sisercs miumHa JIHK Ha
HYKJIEOCOMY .

MeTooM PpEeHTTeHOCTPYKTYPHOTO aHajlu3a TMOdydeHa
CTpyKTypa Terpanykineocomsl PDB:1ZBB (Schalch etal.,
2005). IHK B 3T0i HyKI€ocOMe MpeacTaBisieT coboit 4 Ko-
MUY CHEUUANIbHON MOCIeA0BAaTeIbHOCTH AMUHON 147 m. H. ¢
JMHKEPHBIMH Y9acTKaMu JIHHOW 20 1. H., JTMHKEPHBIH THC-
TOH B CTPYKType OTCYTCTBOBAJI; KOMITaKTH3aIs ObLIa I0-
CTHIHYTA 32 CYET BHICOKOW KOHIICHTPAIINHU JIBYX3apsIHbIX Ka-
THOHOB. 13 KOMMil MCXOIHOHM CTPYKTYypbl OBITa MOCTpOEHA
CIMpajbHAs MOJENb YKIIAJIKH TETPaHYKJIEOCOM B peEryJisip-
HYIO CTPYKTYpY, KOTOpas COOTBETCTBYET MOJEIH «3HI3ar» C
JUaMETPOM CIHpanu 25 HM.

BbIIM OCTPOCHBI M allbTepPHATHBHBIE MOACIH HUTH XPO-
MaTHHa Ha OCHOBE KPUCTAIIIMYECKOW CTPYKTYpPBI TETPaHyK-
JeocoMbl, HO 1t 177 . H. Ha HykieocoMmy (Robinson et al.,
2006). 13 cpaBHeHHUs1 dTHX MOJeIel ¢ MUKpodoTorpadusmu
CTPYKTYP, NOJIy4eHHBIX JUIsl BeIcokoperysipHoid JIHK u mosn-
HOro Habopa TMCTOHOB C TIOMOINBIO KpHo-OM, ObLT clienan
BBIBOJI O TOM, YTO MOJENb «COJICHOHU» OIUCHIBAET HAOIIO/1a-
EMYIO CTPYKTYpY JIydllIe.

WTak, GONBIIMHCTBO SKCIEPUMEHTANBHBIX JAHHBIX TOBO-
PHUT B MOJB3Y MOJIEIHN «3HUI3ary», XOTS B PAIC AKCIICPUMEH-
TIBHBIX M TeopeTndeckux uccnenoBannii (Kruithof et al.,
2009; Schlick, Perisi¢, 2009) monyueHbl T0Ka3aTeIbCTBA CY-
IIECTBOBAHUS CTPYKTYP, OTHCBHIBAEMBIX OOEHUMH MOJCISAMHU.
Tem He menee B pabote (Castro-Hartmann et al., 2010) meTo-
JIOM TPAaHCMHUCCHOHHOH DM OBITH HCCIEIOBAHBI YaCTHYHO
JICHATypUpOBaHHBIE XpOMOCOMBI KineTok Hela, 1 aBTOpEI He
0OHapyKUJIH MPU3HAKOB KAKON-THOO PEryisipHON yMaKOBKU
Hykieocom. ITo MueHHIO psima uccnenoBareneit (Van Holde,
Zlatanova, 1995; Tremethick, 2007; Fussner et al., 2011), Ha-
KaIUIMBAOIIMECs] JTAHHBIE CBHJICTENBCTBYIOT 00 OTCYTCTBUH
peryisipHoil cTpyKTypbl 30-HaHOMETPOBOM HUTH XpOMaTHHa,
a Bce HAOJIIOACHUST MOTYT OBITH MHTEPIPETUPOBAHBI C HC-
MOJTF30BAHNEM MOJIENT HEeperyispHoi ymakoBku |0-HaHO-
METPOBOH HUTH XpOMAaTHHA.

Takum o00pa3om, HECMOTpsS Ha MHOTOJIETHEE H3yye-
HHUE CTPYKTYPbl HUTH XPOMAaTHHA C MCIOJIB30BaHHUEM Oora-
TOTO apceHajla HKCIIEPUMEHTAIBHBIX TEXHUK M TEOpeTHde-
CKUX METOJIOB U MPOTPecc B MOHUMAHUU €€ yCTPOWCTBa, BO-
npoc 00 OpraHM3alyd HUTH XPOMATHHA BCE €IIE OCTAaeTCs
OTKPBITBIM.
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CTpykTypa XpoMaTHHA Ha YPOBHe siipa

OCHOBHBIMH OOBEKTaMH HCCIEOBaHHUS TPU H3Y4YCHHU
CTPYKTYpPBI XpOMATHHA SIBIISTIOTCS OT/CIBHBIC HYKJICOCOMBI H
HUTH XpomaTuHa. MccienoBanue e LENbIX siiep MpeJcTaB-
JsieT co00i HETPUBHANIBHYIO 33ady, U B HACTOSIEE BPEMs
UMeeTcsl BeCbMa OrpaHMYeHHass MH(opMaumus o CTPYKType
XpOMaTHHA Ha YPOBHE S/Ipa.

Ceifuac cumrTaeTcs, YTO OpPraHMU3AIMI XPOMOCOM B sIIIpe
Heclly4aiiHa ¥ XapaKTepu3yeTcsl HAIMYMEM TaK Ha3bIBaEMBIX
XPOMOCOMHBIX TEPPUTOPUN — HAOJIIOAAEMBIX C MOMOIIBIO
(yopecueHTHON MHUKPOCKONHMH OONAacTeH sapa THaMETPOM
OKOJIO 2 MKM, B KOTOPBIX IPEUMYIIECTBEHHO JIOKAJIH30BaHBI
omnpeneneHHbie Xxpomocombl (Meaburn, Misteli, 2007). @yHk-
LUOHAJIbHASL POJIb M BHYTPEHHSS CTPYKTypa XPOMOCOMHBIX
TEPPUTOPUI SIBISIFOTCSI TIPEIMETOM JHUCKYCCHH, TIPEJUIOKEHO
HECKOJIBKO TEOPETHUYECKHX Mojeneil ux crpoeHus. OmgHaKo
9KCIIEPUMEHTANIbHBIE HCCIIEIOBAaHMSl MOTYT JaTh JIMIIL 00-
LIy CTPYKTYPHYIO HHGOPMAILIHUIO.

Tak, MeTomoMm (hyopecueHTHOH THOpuam3anuy in situ
JUIst MHTEp(ha3HBIX XPOMOCOM YEJIOBEKa B TPEXMEPHOM IIpO-
CTPAHCTBE ObUIM M3MEPEHbI CPEAHUE 3HAUYEHMS PACCTOSHHUH
MEXAY (IIyOpecHeHTHBIMH MapKepaMH, HaXOSMIIUMHUCS Ha
paccrosausax B nenu JHK ot 1.5 X 10° mo 1.9 X 108 m. 1.
(Yokota et al., 1995; Munkel et al., 1999). ITpu noctpoennn
TIOJYYEHHBIX CPEIHEKBAIPATHYHBIX PACCTOSHHUN B JIBOHHOM
norapu)MUUECKOM MaciTabe OKaszanoch, 4yTo rpaduk ITOH
3aBUCHMOCTH OMHCBIBACTCS ABYMSI IPSIMBIMU C KO3 PHUITHCH-
TaMH yIJIOBOTO HaKJIOHA, paBHbIMU 0.46 1 0.32 11 MeHbIINX
1 OOJIBIIMX Pa3MEPOB COOTBETCTBEHHO, IPU ATOM TOYKa KPOC-
coBepa ObiTa okomo 1 Mxwm (2 X 10° . H.). DTH HaHHBIE OBLTH
WHTEPIIPETHPOBAHBI B paMKax JIByX Pa3lIMYHBIX reoMeTpuye-
CKUX MOJENEH: 10 TOYKH KPOCCOBEpa XPOMATHH BeleT celds
KaK ciydJaifHas Iellb, a Toclie — KakK IUIOTHas rio0yra.

B nocniesnee Bpems mosty4yuiia pa3BuTHE TEXHUKA (pUKca-
uu KoH(popmarmu xpomocoM (Metoas! 3C, 4C u 5C), mo3Bo-
JISIOIIAsl YCTAaHOBUTH B3aUMOJICHCTBHE OJIM3KOPACIIONOKEH-
HBIX ydacTkoB reHoMHo# /IHK. B coueranum ¢ mMaccHBHBIM
CEKBEHHMPOBAHUEM JIaHHASI METOANKA ITO3BOJIMIIA YCTAHOBUTD
KOHTaKThl BHYTPHU T'alUIOMHOTO T€HOMa OJIHOTO M3 IPOCTEH-
IIUX SYKapuoT Saccharomyces cerevisiae (TeHOM COCTOUT U3
16 xpomocom obuM paszmepom 12 X 10°m. H.) ¢ pa3pere-
HueM nopsiaka 103 m. H. ¥ MOCTPOUTH €ro TPEeXMEPHYI0 MO-
nenb (Duan et al., 2010).

HenaBuue wccrnenoBaHusi BHYTPEHHEH CTPYKTYpHI siapa
BBISIBIIIN (DpakTalibHyI0 opranusaiuio xpomariuna (McNally,
Mazza, 2010). ®@pakTaibl SBISIOTCS OTHOCHTEIBHO «MOJIO-
JIBIMI» MaTeMaTHYeCKHUMHU 00BEKTaMH, OJIHAKO MHOTHE (QH3H-
YecKue M ononorndeckne peHOMEHBI MOTYT OBITh a/IeKBaTHO
ONmMCaHbl ¢ WX wucnonb3oBaHueM (ManmensOpot, 2002).
@paxranbHasi ynakoBKa XpoMaTHHA MO3BOJISIET OIUCAThH €ro
BBICOKYIO CTEIEHb KOMMAKTU3AIMM M JTUHAMHKY. Tak, Omm3-
kopacrnonoxensie 1o nenu J{HK yuyactku reHoma siBisiioTcs
COJMKEHHBIMH B TPEXMEPHOM IIPOCTPAHCTBE M MOTYT OBITH
JICKOH/ICHCUPOBAaHBl 0€3 HapyIICHUs] YNMAKOBKH COCEIHHX
YUYacTKOB si/pa.

B ogHOM M3 MccnenoBaHUN CTPYKTYpHOR OpraHu3aluu
XpOMaTHHa MPUMEHWIN HOBYIO 9KCIEPUMEHTAIbHYIO TEXHHU-
Ky ¢ukcanmu xkoHpopmanuu renoma (Merox Hi-C) k sapam
nuMdobIacTHOW KiIeTouyHoi JmHHMM uenoBeka (Lieber-
man-Aiden et al., 2009). Cytp Merona 3akitodaercsi B (Quk-
carnu siaepHoit JIHK mpu momorm dopmanbsaeruaa, mocie-
noyromeil 006paboTke HykiIea3oi ¢ 00pa30BaHHEM «ITHITKHX)
KOHIIOB, JINTHUPOBAaHWHU Pa3pblBOB OMOTHMHUPOBAHHBIMU HYK-
neotunamu (¢ odpazoBanumeM monekyn JITHK, comepxamumx

THOpPHUJIHBIE TOCJIE0BATEIBHOCTH OJIIM3KOPACHIONI0KEHHBIX B
MPOCTPAHCTBE YYACTKOB TI'€HOMA), BBIICJIICHHNM W HapesKe
JIHK Ha HeOounbIme (pparMeHThI C UCIOJIb30BAHUEM JIPYTOM
HYKJI€a3bl, 9KCTPAKLIUH (PparMeHTOB ¢ OMOTHHOM U HX CEKBe-
HupoBaHuu. [locie conocTaBieHus NOXy4YEeHHOW ONOIHMOTEKN
CUIMTBIX [1OCJIEJOBATEIBbHOCTEH C ATAJIOHHOU I10CIIEI0BATEIb-
HOCTBIO TEHOMA Y€JIOBEeKa ObLIAa COCTABJICHA KapTa BHYTPH- U
MEKXPOMOCOMHBIX KOHTAKTOB C pa3pelieHHeM IIOopsijIKa
10° . 5. Ha ocHOBe 3Toi KapThl OblIa BBIYHCICHA BEPOST-
HOCTH KOHTaKTa Kak (yHkuus ot paccrosiuus d B nenu JJHK;
0Ka3aJI0Ch, YTO BEPOSITHOCTh KOHTAKTA MpONopunoHansHa 1/d
Ut nHTepBana 3HadeHuit d ot 0.5 mo 7.0 - 10° m. H. Takoe mo-
BEJICHHE COTJIACYeTCs C MOJENbI0 (DpPaKTAIBHON TITIOOYIIEI
(Grosberg et al., 1993), koTopas mpeicKa3bIBacT 3HAYCHHE
(hpakTampHON pa3MEpPHOCTH, paBHOE 3.

Habmronenus 3a nauddysneit (iryopecieHTHbIX METOK in
Vivo B siipax KJIETOK ITOYKH KPBICHI U (PHOPOOIACTOB MBIIIH
TaKKe TOJICPKUBAIOT THIIOTE3y O (paKTaJbHOW OpraHm3a-
un xpomatrHa (Bancaud et al., 2009). Jlanuble, nony4eHHbIe
C TIOMOIIBI0 METONOB (PIYOPECIICHTHOW KOPPEIAIIHOHHON
CHeKTpocKonuHy Jyist AP PY3UN OIUTOMEPOB 3€IeHOT0 (IIyo-
PECIIEHTHOTO Oenka, IPSIMOT0 HAOJII0IEHUS 3a TIepeMEeICHHSI-
MU OJIMHOYHOTO arperara KBaHTOBBIX TOUYEK U JIOKAJIBHOU (o-
TOAKTHBALMK B3aUMOJICHCTBYIOIIMX C XPOMAaTHHOM OEJKO-
BBIX MapKepoB, ObLIM MHTEPIPETHPOBAHBI B PAMKaX TEOPUH
aHOMAJIbHOW 1M dy3nH, ONMUCHIBAIONICH ITOBEJCHNUE YaCTHIL
BO (ppakranbHOi cpene. CTOUT OTMETHTh, YTO XapaKTepHbIE
pa3Mepbl CUCTEMBI, HCCIIETyeMON TP TTOMOIIH JTAaHHBIX Me-
TOIUK, cOCTaBIAOT MeHee 100 HM. ABTOpBI paccuuTaiu
(hpaxTaIbHBIC Pa3MEPHOCTH dyXpoMaTuHa (2.6) U reTepoxpo-
MaTHHa (2.2), KOTOpBIC OKa3aJuch OMM3KH K OIEHKaM (pak-
TaIBHON pasMepHOcTH (2.3—2.4), clenaHHBIM Ha OCHOBE
JIPEBOBUIHON (hpaKkTaIbHON Moaenu BToporo mopsaka (Taka-
hashi, 1989).

B psine pabor nomyuenst criektpsl MYPH 1u1s1 HaTHBHBIX
snep u3 spurporuToB Kypuisl (Lebedev et al., 2005) u mpy-
rux TtunoB kietok (Mcaes-MBanoB u ap., 2010). CnexTpsl
MYPH umenu nuHeliHbIC y9aCTKH B IBOWHOM JIOTapupMUie-
CKOM MacmrTabe Ui HIMPOKOTO HHTEpBaia pasMepoB (OT
15 M 510 1.5 MKM), 9TO TOBOPHT O (PpaKTaNbHOM MPUPOJIE HC-
cnenoBanHON cuctemsl (Schmidt, 1989). dpaxransHas pas-
MEpHOCTh XpOMaTHHa (paccuuTaHHas Kak Kod()(UIMEHT yr-
JIOBOT'O HAaKJIOHA JIMHEHHBIX y4acTKOB criekTpoB MYPH, B3s-
THIH ¢ 0OpPaTHBIM 3HAKOM) COCTaBMIIA 2.4 JIs pa3MepoB MEHEe
420 HM # ~3 111 OOJBIIUX PA3MEPOB.

Takum 00pa3oM, UMEIOIINECs YKCIIEPUMEHTAIbHBIC J1aH-
HBIE TOBOPSAT O ABYX(ha3HO# (PpaKTansHON OpraHn3ayun Xpo-
MatuHa. B oOmactu manblx pa3mMepoB (pakTajbHas pazmep-
HOCTB COCTaBIIsIeT 2.2—2.6 (caydaifHas Iems ¢ mpeodataHm-
€M NPUTSDKCHUS HaJl OTTAIKWBAHHEM 3BEHBEB), B 00JACTH
OGonpimx — O6nu3Ka K 3 (MIoTHas riao0yma).

Pabora BeimonHeHa npu ¢uHaHCOBOH moanepxke PAH
(mporpamma «HeHTpoHHBIE HCCIIEOBAHNS CTPYKTYPHI Belle-
cTBa U (PyHIaMEHTAIBHBIX CBOMCTB MaTepun») 1 MUHHCTEp-
ctBa oOpazoBanust U Hayku P® (PHIT 2.2.1.1.4663, koHTpax-
To1 02.740.11.5223 1 11.519.11.2002).
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This review summarizes current insights into organization of chromatin structure at different levels of DNA
compaction. Analysis of available experimental data allowed concluding that only nucleosomal level of structu-
ral organization was sufficiently investigated, whereas structure of a 30-nm chromatin fiber remains an open is-
sue. The data on the chromatin structure obtained at the level of the nucleus speak in favor of a biphasic fractal

organization of chromatin.
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