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Ob1mas xapakKTepucTKa pabdoThl

AKTyaJIbHOCTb TE€MBI UCCJIeJIOBaHUSA. BHyTpeHHsisi CTpyKTypa IoJIuMep-
HOTO MaTepuaJia BO MHOIOM OIIpeJie/isieT ero MaKpocKolndeckne cBoiicTsa. [1po-
CTpPaHCTBEHHBIE pasMephbl ITOJUMEPHBIX CHUCTEM, KaK IIPaBUJIO, Ha HECKOJIbKO II0-
PSAJIKOB MEHbIIIe CyMMapHOH KOHTYPHOM JITMHBI Tiereil, (hOpMUPYIONINX STH CUCTe-
MbI. B psajzie caydaeB KOMIAKTHOCTE KOH(OPMAIIUN TeTeil nTpaeT 0YeHb BaXKHYIO
NIN JlazkKe OIPEJICIIAIONIYIO POJIb B IIPOSBICHUN YHUKAJIBHBIX CBOICTB MOJIUMEP-
HBIX MaTepuaJioB.

daz0Bblil Mepexo]] KJIyOboK-TyI00yIa — OJUH U3 HanboJiee U3BECTHBIX ITPOIIEeC-
COB, CBOMCTBEHHBIX TOJiIMMepHOil mernn. OHaKO N3MEHEHHe BHYTPEHHeH CTPYKTY-
pPbI TJIOOYJIBI B XO/e KOJIJIAIca U3Yy9eHO JOCTATOYHO TIJI0X0. BHYTpeHHAd CTPYK-
Typa IVI0OY/IbI UTPAET BayKHYIO POJIb BO MHOTUX ITPOIECcax, MPOUCXOJIAIIIX B II0-
JIMMEPHBIX cucTeMax. K Takmm mmporeccaM OTHOCSTCS KPUCTAJLIT3AINA, MUTETIO-
obpazoBamne, CTPyYKTYpUpoBaHue Mukporesieit u ap. VMzydenune Kosanca oJuHOY-
HOI1 ITOJTy?KECTKOI MOJIMMEPHOI TIeln 1103BoJIsieT cPOPMHUPOBATDH IpPE/ICTaB/ICHIE
0 MeXaHU3Me KPUCTAJIM3AIII [ToJIMepa B pa3baB/IeHHOM pacTBOpe. DTa 3a/a4a
npeJicTaB/IsgeT 00bINOI nHTEepec ¢ PyHIaMEHTAILHON TOUKN 3pennsd. e penrenne
MIO3BOJIUT OMKICATHL OOIMMUIl ClieHapuil KpUCTA/IM3aIlnN MOJTUMEPHBIX TeTell B T1710-
xoM pactBoputesie. C NpakTUIecKONl TOUKM 3peHus TakKas 3ajada MMoJe3Ha JIIsd
pa3pabOTKN HOBLIX MaTEpUaJIoOB.

BryTpeHHsIs1 CTPYKTYpa HMOJUMEPHBIX TeTeil 3a49acTyio opeessgeT MexXaHu-
Jeckue CBoiicTBa MarepuaJia. Ha cerojusimHuii JeHb BbICOKUE ITPOYHOCTHBIE Xa-
PAKTEPUCTUKN KOHCTPYKITMOHHBIX MATEPHUAJIOB SABJISIOTCS BayKHBIM TpeboBaHUEM
npu ux paspabdborke. Takme MaTepuasbl UCIOJIL3YIOTCH, HAIPUMED, B CY/IOCTPOe-
HUY, aBUAKOCMUYECKOII IIPOMBIIIJIEHHOCT! U 1PN U3T'OTOBJICHUN CPEJICTB NH/INBU-
JyaJIbHOM 3aImuThl. K KOHCTPYKIIMOHHBIM MaTepuaJjaM OTHOCIATCH B YHUCe Mpode-
I'0 BBICOKOMO/TYJIbHBIE BOJIOKHA. VX TOJTydenne 3a9acTyto TPOXOIUT Yepes3 CTaInio

YaCTUYHOI KpHUCTaJIJIN3alll1 ITOJIMMEDPA. HOSTOMy 3aJlada KpUCTaJlJIn3allun 11011~



MEpPHBIX Ilelleil B pacTBOpe SIBJISETCA aKTyaJbHON JJIsd YIYUIIeHNsT TeXHOJOTUN
IIOJIyYEHIS BBICOKOIIPOYHBIX BOJIOKOH. IIpn m3roroBiieHnn BOJIOKOH, KaK IIpaBU-
JIO, UCTIOJIL3YIOT TOJTypa30aB/IeHHbI pacTBOp MomMepoB. [Ipn Takux 3nadeHnsax
KOHIIEHTpAIUHU IoJinMepa (DOPMUPYETCss He CJIMIIKOM I'ycTasl ceTKa 3allell/IeHnid,
YTO IIO3BOJIAET IIOJIYUUTh BICOKYIO CTEIIeHb BBITAXKKH, & 101y YeHHbIe BOJIOKHA, 00-
JIaJIAI0T HAOOJIbINEl MPOYHOCTBIO. V3yUueHne KpucTa/yim3aln B TAKUX CICTEMaX
IIO3BOJIAET TOJIYUUTD IpeJICTaB/IeHIe 0 (DOPMUPYEMOIT CTPYKTYpPe KPUCTAJIUTOB.
C akajieMu1IecKoil TOUKM 3peHus 3Ta 3a/a4a [PeJICTaB/IsIeT O0IBINON HHTEepeC, Tak
KaK JI0 CUX MOP He ompe/iesieH OOIIuil crieHapuii KpUCTa/JIM3allil U3 PACTBOPA JIJId
HIUPOKOT'O KJlacca MOJIUMEPOB.

Jpyroit akTyajbHOIl 3ajadeil, CBSI3aHHON ¢ KOMIIAKTHBIMU KOHQOpPMaIUsi-
MU JIJIMHHOM TOJIMMepHOi 1enu, siBjgercd yrakoka JIHK. CymmaphHas jmHa
mosiekysn JIHK B kaxkiom sape KjieTKn dejioBeKa JocTuraeT ~ 2 M. nameTrp KJe-
TOYHOrO sijipa, B KoTopoM yrnakoana JIHK, cocrasisier ~ 10 mxm. CymiectByer
LeJIBII PsJl CJA0XKHOCTEM, CBSI3aHHBIX ¢ IpOocTpaHCcTBeHHON opranu3anueii JJHK B
siape Kierku. OMHOI U3 HUX sIBJISIETCSI PasHMIla Mexky JnHeiHoi jymaoi JTHK
1 XapaKTepPHBbIM pa3MepoM KJjeTodHoro sijapa. pyroit - dopmupoBanue dyHK-
IHNOHAJIBHOI CTPYKTYPhI, CIOCOOCTBYIOIEH NpaBUILHON pPery/isiiui 3KCIPECCUn
reHoB. Perysisinus siBIsieTcs BayKHOI COCTaBJISIONIENl HOPMAaJJIbHOIO (DYHKIIUOHH-
poBaHns KJIeTKU B YACTHOCTH U Oprann3Ma B IIeJIOM. BMecTe ¢ TeM, HeJIb3s YTBEP-
JKJIaTh, YTO TPAHCKPUIIIIMOHHO HeakTuBHasA dacTh JIHK He Bimser ma mpocTpan-
CTBEHHYIO OPraHM3alliI0 XpoMaTHHa, €€ (PYHKINH IT0Ka I1JI0X0 n3y4eHbl. 1lo-Buan-
MOMY, JIJIsl BCEX KUBBIX OPTAaHU3MOB He CYIIECTBYET €/IMHOr0 Habopa MEXaHU3MOB,
OIIPeIeJISTIIOIINX IPOCTPAHCTBEHHYIO OpraHm3aiuio xpoMarnHa. OJHAKO HEKOTO-
pble MeXaHI3MbI YIIAKOBKU MOTI'YT ObITh XapaKTepPHBI JJIs BCeX OMOJIOrNIeCKNX BH-
noB. Hanpumep, y Bcex OMOJIOrMYECKUX BUJIOB MPUCYTCTBYIOT SIUTEHETHIECKIE
U3MEHEeHUsT XpoMaTHuHa. bJaromaps 9TUM HM3MEHEHHSM MOIYyT ObITh cOpMUpPO-
BaHBI TOIOJIOTMYECKN-aCCOININPOBAHHbBIE JIOMEHbBI, YCTAHABIMBAETCS HNEepapXusd B

CTPYKTYype 1 00pa3yloTcss KOMIAPTMEHTDI.
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Hucceprannonnast paboTa pa3zjiejieHa Ha TPU JIOTHYECKHe YacTH: KOJLJIAIC
OJIMHOYHOI TIOJIUMEPHOI 1eN B IIJIOXOM PaCcTBOPUTENE, KPUCTAJIN3AINAS TTOJIN-
MEPHBIX TIereil U3 pacTBOpa U paciiaBa U (hOPMUPOBAHUE CTPYKTYPbl MYJILTHO-
JIOKCOTIOJINMEPA C HACBIAIONUMUCS B3aUMOJIECTBUSAMU, KOTOPas UCIOJIb3YeTC s
B KauecTBe MOJIEJIM IIPOCTPAHCTBEHHO opranuzaiun xpoMmaruHa. OObeKTaMu 1uc-
CJICJIOBaHUS BO BCEX TJlaBaX JUCCEPTAINM ABJISIOTCA JJIMHHbIE JUHEHHbIE TOJIN-
MepHbIe TIen. B 3aBrUCHMOCTH OT MUKPOCKOITMYECKIX CBOMCTB ey (hOpMUPYIOT-
cd pas3IMIHble KOMIIAKTHBIE CTPYKTYPhI. KOMIIAKTHOCTH CTPYKTYP 00yCJIOBJIEHA
COOTHOIIIEHUEM KOHTYPHOI JJIMHBI 1Ieneil U POCTPAHCTBEHHOI'O pa3Mepa CUCTEM.
[TpuobpeTraemble CBOWCTBA YKe sIBJIAIOTCA CJACACTBUEM (PU3NKU TOJUMEPOB.

Ilern m 3agaum aucceprammoHHON paboThl. llesbio maHHOI pabOTHI
ABJISIETCS U3YUEHNE CTPYKTYPhl TAKNX CJAOXKHBIX TOJIMMEPHBIX CUCTEM KaK CKJIa/I-
yaTas IJ100yJ/1a, 3aKPUCTAIN30BAHHBIE 3 [TePEOXJIarkKIeHHOI'O PACTBOPa ITOJINIMED-
HbIE TIEMU U MYJIBTHOJIOKCOTIOIIMED C HACBIAIONIMMUCS B3aumMojieiicTBusAMu. B

AUucCcepTarm paCCMaTPpUBaJIUCh CJACAYIOIMNE BOIIPOCDHI:

e Bosmoxkno yim popMupoBanme CTPYKTYPbl CKJIATIaTOl TJI00Y/IbI TIPU KOJI-

JIaTice ToJImMepa u3 KJayoOKoBoit Kondopmalun B “rjioxom” pacTBoputese?

e Kak 3aBUCHT KOHEUYHAs CTPYKTypa CHCTEMBDI IIOCJIE KPpUCTaJIJIN3allliil U3 IIe-

PEOXJIazKIEHHOI0 pacTBOPa OT KOHIEHTPAIUN HoJuMepa?

e Moo i onucarb MPOCTPAHCTBEHHYIO apXUTEKTYPy XPOMaTHHAa IIPU I10-

MOIIIM MYJIBTHOJIOKCOIIOJIUMEDa, ¢ HACHIIAIONINMICS B3auMOIeCTBISIMUI !

ILIIH JOCTUZKCHUA ITOCTaBJICHHDbIX ueﬂeﬁ IIpu 1moMomm KOMIIBIOTEPHOI'O MO-
JdCJIMPpOBaHUYA M YHCJI€EHHOI'O aHaJi3a II0JIYYEHHBIX pPE3yJIbTaTOB ObLI peaicHbI

cJIeTyIoNIne 3a/1a4un;

e MoennpoBatue CTPYKTYPbl OJUHOYHON MaKpPOMOJIEKYJIbI, CHOPMIPOBAH-
HOII B XOJIe KoJLIalica B “TIJIOXOM  PaCTBOPHUTEJIE IIOCPEICTBOM OOBHEMHBIX

B3aMOJIEICTBUIA.



® MCC.HG,[LOB&HI/IG 9BOJIIOIHUN CTPYKTYPbI CUCTEMbI KPUCTAJIJIN3YIOIMINXCA TTOJIN-

MEPHDbIX Heﬂeﬁ (bI/IKCHpOBaHHOﬁ JJINHDBI C SaﬂaHHOﬁ 2KECTKOCTDBIO.

e ll3yueHne cTPYKTYPbl MYJIbTHOJIOKCOIIOJIMMEPA C HACHIIIAIOIIMMUCS B3AIMO-
JIEICTBUSAMU B KQ4eCTBE MOJIE/IM ITPOCTPAHCTBEHHON OpraHu3allni XpOMaTH-

Ha.

Haygnas HoBusHa. [Ipu paccMoTpennn KoJiiarca oJinHOYHOMN TTOJIMMEpPHOit
I[EIU BIIEPBBIE YJIAJI0Ch OCYIIECTBUTH KOMITHIOTEPHOE MOJICTUPOBAHUE IPOIIECCa
nna nern gmHoit N = 10% 3BenbeB ¢ ABHBIM ydeTOM pacTBOpHUTess. Biaroja-
pst 3TOMYy ObliIa, oImcaHa (gpopMupyeMasi CTPYKTYpa IJI00YJIbl U IIOKa3aHO, KaKUM
00pa30M OHa U3MEHsIeTCs IIPH Tepexojie U3 CKjaa daroil B paBHOBecHyt0. Takrke
aHAJIIM3 PE3YILTATOB MOJIEJMPOBAHUST TO3BOJIII JaTh 00bsICHEHHE TOrO, MOYEMY
paHee HCCJe0BaTeIsIM HE YJIaBaJOCh OOHAPYKUTH CKJIAIUATYIO TJIOOYIIY JlarKe
pu sBHOM ydere pacTBopuTesisi. OCylecTBIeHne KOMIIBIOTEPHOIO MOJIE/INPOBA-
HUS KPUCTAJIM3AIIMI OJJMHOTHON e MO3BOJINJIO TOJIYIUTh CBEJICHUS O CTaIUSIX
KOJIJIATICA U YIOPSAOUEeHUN cyOTerneil B 0JJMHOTHOM TOJIMMEPHOM KPHUCTAJIINTE.

BriepBbie B KOMITBIOTEPHOM SKCIEPUMEHTE YAAJI0CH IOy IUTh U ONMICATH MHO-
rOYHUC/IEHHbIE KPUCTAJLJINTBI, ¢(DOPMUPOBAHHBIE B XOJI€ OCAXK/JICHUA U CTPYKTYPH-
pPOBaHMUsI MOJTMMEPHBIX IEIeil U3 epeoxIarkIeHHOrO OJNMEPHOTO pacTBopa. Pas-
paboTaH OpUTMHAJIBHBIN JABYXCTAIUITHBIN aJIrOPUTM KJIACTEPUBAIIN JIJIsT aHAIN3a
noJiyueHHbIX crcreM. [TokazaH rporiece peopraHu3aluin KpUCTAJLIITOB MOC/Ie Pac-
CJIOEHUS TIOJINMEpPa U pacTBOPHUTE/sI. BriepBble MOJTydYeHbl 3aBUCUMOCTH XapaKTe-
PUCTUK KPUCTAJIITOB B IMIUPOKOM JTHAIIA30HEe KOHIICHTPAIINIi MOJTMMEPa B CHCTe-
Me.

Briia ucciiejjoBana cTpyKTypa MyIbTHOIOKCOIIONINMEDA, NCIIOIb3yeMast B Ka-
YecTBE MOJEIN IPOCTPAHCTBEHHON OpraHm3alii XpoMaTHHA. JKCIIePUMEHTAIb-
HbIe JIAaHHBbIE TTO3BOJIIIN CJEIATh MPEJIIOJIOXKEHNEe, YTO TPAHCKPUIIIIMOHHbBIE (DaK-
TOPBI UTPAIOT IVIABHYIO POJIb B Oprannsanuu xpomaruna y Drosophila melanogaster.

B pamkax KOMIILIOTEPHOTO MOJIETUPOBAHNS y1aJI0Ch TOATBEPUTD CAETAHHOE TTPeI-

6



10JI07KeHne. BriepBble IpoIeMOHCTPUPOBAHO BINSHIE II0CJIEI0BATEILHOCTH MYJ/Ib-
THOJIOKCOIIOIIMEpa Ha (DOPMUPYIOIIYIOCA CTPYKTYPY HIPU UCIOJIL30BAHII HAChI-
HIAIOIINXCS B3AMMOJIECTBINI B paMKax KOMIIbIOTEPHOI'O MojeanpoBanusi. [Iposie-
MOHCTPHUPOBaHa IIPOCTPAHCTBEHHASI OPraHuU3aIs MYJIbTHOJIOKCOIoInMepa, hop-
MUPOBaHUE TOIOJIOIMIECKT aCCOIMUPOBAHHBIX JJOMEHOB, IIIMPOKas BAPUATUBHOCTD
KoHopMaIil 1 HaJm4Ine o0IUX CTPYKTYPHBIX 0COOEHHOCTENA.

TeopeTuvdeckass m mpakTudeckas 3HAYUMOCTb. Pe3y/ibTaThbl, M3/107KeH-
HbIEe B JIMCCEPTAIlNN, IIO3BOJIAIOT IIO0-HOBOMY IIOCMOTPETH Ha (PAa30BbLIN IIEPEeXo]
KJIyOOK-TJI00Yy/18 0MHOYHO 1ern. OHM [PeICTaB/ISIIOTCS 3HAUUMBIMUI JIJIsI TAKIX
obstacTell Kak pusnka MoJUMepPOB, MOJICKYJ/ISIpHasi OMOJIOTH, MaTepraoBeIeHIE.
Obcy2Kk1aeMble B JIHCCepTAIIN 3aKOHOMEPHOCTH MOTI'YT ObITh MCIIOJIb30BaHbI JIJIs
OITMCAaHUsI CBOMCTB Oo0Jjiee CJIOXKHBIX MOJUMEPHBIX CUCTEM.

PesynbraThl, MoJIydeHHBIE B XOJ€ MOJCTUPOBAHMS KPUCTAJIN3AIIN TI0JIH-
MEPHBIX IIelleil, MO3BOJISIIOT ¢cPOPMHUPOBATEL 00IIee IpeICTaB/JIeHe O [TOBEIeHNN,
XapaKTepPHBIX BpeMeHaX I CBOMCTBaxX Takux cucreM. Ilorydenmnie pe3yabTaTbl MO-
I'yT OBITH UCIIOJIHL30BAHBI B KAUECTBE PEKOMEHAllNii IIPU IIPOBEIeHUN KCIIePUMeH-
TOB 110 KPUCTAJIN3AIUN II0JIUMEPOB. YCTaHOBJIEHHbI ClieHapuil KPUCTAJLIT3aIlAN
HIOJIIMEPOB JIOJI?KEH BBIIOJIHATHCS JIJIsl IIMPOKOTO KJjacca coejuHennii. Mojeru-
pOBaHME OCYIIECTBJIAIOCH HE JIJIsI KaKOro-TO OIPEJIeJIEHHOTO THIIa IOoJuMepa, a
NCIIOJIB30BAJICS OrpyOJICHHBIH MO/IX0/1 “TapUKN Ha MPYKUHKax . B ocHOBE Takoro
IIOJIXO/Is1 JIeYKAT OOINMe MPUHIUIIL (DUBUKK [TOJIUMEDOB.

zyuenne cTpyKTYphbl MYJIBTHOIOKCOIIOIIMEPA ¢ HACHIIIAIOIIIMUCS B3AIMO-
JIECTBUSIMHI SBJIZCTCS BaykKHOM 3ajiadeil 1 KaK caMOCTOsTeIbHOe (DyHIaMEeHTAIb-
HOEe HCCJIeJIoBaHne, U KaK MOJesb IPOCTPaHCTBEHHO! OpraHu3alui XpOMaTUHA.
MybTub/I0KCOOINMED ¢ HACHIIAIOIIIMUCS B3aUMOJACHCTBUSIMUI MOYKET OBbITH HC-
I0JTb30BAH JIJI OIICAHUs IITTPOKOTO KJIacca MoJMMepHbIX cucTeM. [ToapobHoe orrm-
caHue MPUHIUIIOB (POPMUPOBaHNSA BHYTPEHHEH CTPYKTYPbl XPOMATUHA ITO3BOJIUT
B OyjyIieM JOIOJIHUTH IPEeJICTaBJIeHNs O IPUUNHAX BO3HUKHOBEHHSI OOJIBIIIOrO

KOJIM49eCTBa I'EHETUYECKNX 3&6OJI€B8JHI/H‘/JI, OCHOBHa4l 9aCTb KOTOPLIX CBfA3aHa C Ha-
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pyiieHusiMu Tpanckpunimn. OnpejiesieHne CBI3u MEXKJLy KOHTPOJIEM dKCIPECCUN
I'eHOB U CTPYKTYPOIl XpoMaTnHa MO3BOJUT pa3paboTaTh CPeJCTBa I BOCCTAHOB-
JIeHUsl HOPMAJIBHOTO STMUTEHETUIECKOTO TTPOMUIIA.

MeTtonosiorns u MeToAbl nccjegoBaHusi. OCHOBHBIM CIIOCOOOM UCCTIET0-
BaHUd B HACTOAIIEH AuccepTalun BJIAeTCS KOMIIBIOTEPHOE MOJIEINPOBAHNE METO-
JIOM JINCCUTIATUBHON JIMHAMUKHU YacTUIl. DTOT METOJ| sABJISAETCS YHUBEPCATbHBIM
JUUTST UCCJIEJIOBAHUS CTPYKTYPBI U CBOMCTB MOJMMEPHBIX cucTeM U »Kujikocteii. [To-
JIydeHHbIe B XOJIe MOJIeIUPOBaHUs pe3yJibTaThl 00padaThIBaINCh W aHaJIN3UPOBa~
JICh KAK TP TIOMOIIN CTOPOHHEro mporpamMmuoro obecriedenust (I10), rak u ITO
cobcTBeHHOI pazpaboTKu. [lorydeHHbIe B X0/Ie¢ KOMITBIOTEPHOTO MOJIE/INPOBAHMS
Pe3yJIbTAThl CPABHUBAJINCH C 9KCIIEPUMEHTAJIbHBIMU JAHHBIMU U T€OPETUYCCKIMU
MOJICJISIMU, OIMMCAHHBIMU B JINTEPATYPe.

HOJIO}I(GHI/IH, BbIHOCHMbIE€ Ha 3alllUTYy:

1. Crpykrypa dpakTaabHOIl TJI00Y/Ibl He MOXKET ObIThH TOJIyUYeHa TTPU KOJLIall-
ce TOJIMMEPHOI TIeMK B IJIOXOM pacTBOPUTE/IE HA MACIITabe I TIHHBI CyOIenn
MeHbIIeil jymHbl 3anemiennii s < N.. OjgHako Ha MaciiTabe JJIMHbI cyOIie-
i GoJTbITe JTUHBI 3aleriennit s > N, ckiaadaras CTPYKTypa HEKOTOpPOe
BpEMsI COXPaHAETCs, a CTEIIeHHOI 1T0Ka3aTe b Y B 3aBUCUMOCTH PACCTOSTHUS
MEZKJIy KOHIaMU CyOIenu oT eé KOHTYpHO# jnHbl R(s) ~ s7 npuHnmaer

sHadenusi B narepsaie 0 <y < 1/3.

2. Ilpu xosnance OJIMHOYHON KECTKOICIIHOM MaKpPOMOJIEKYJ/IbI €€ KOH(OpMa-
U ABJIAETCA CTEPXKHEOOPAa3HOi Ha MaciiTade JITMHBI CYyOIenn MeHbIIe pas-
Mepa I06yiInl s < N3 u cknaguaroit na MaciiTabe JUIHHBL CYOIEH 60/Ib-

me pasMepa robyibt § > N3,

3. B xone kpucramimsanun KOHIEHTPUPOBAHHOTO PACTBOPA MHOTUX TTOJINMED-
HBIX Teneit hopMupyeTcs MOJUKPUCTAIMICCKAN MaTepuaJl, IJe KayKIbIii
KPUCTAJJIUT COCTOUT M3 HECKOJIbKUX Ielell, a ofHa 1elb MOXKeT BXOJUTDH B

HECKOJIbKO KPpHUCTaJIJINTOB.



4. Ilponecc KpucTaaInzalu COCTOUT U3 JIBYX CTaUil: POCT KOJIUYECTBA KPU-
CTAJITMIECKUX 3apOJIbIIIell U MoCaeayIoNee NX CAUAHNA C BOBJIEUEHUEM CO-
ceqHUX aMOp@HBIX yaacTKOB. CyIecTByeT onTuMaIbHash KOHIIEHTPAIHSI 110-
umepa (/2 90%) 1yist mostydeHusi Hanbojiee KPYMHBbIX KPUCTAINTOB. [Ipu
9TOI KOHIIEHTpAIUN COOJIIOIAeTCst DaJIaHC MEeXKIY IIJIOTHOCTBIO CETKH 3allell-
JIEHUI W HaJIMYMEeM JIOCTATOYHOIO KOJMYECTBA IOJMMEPHOTO MaTepuaJa B

OKPY2KaloIeM o0beMe.

5. CTpyKTypa KOMIIaKTHO# KoH(MOopMalun, hopMupyeMast MyIbTHOJIOKCOIIOJI-
MEPOM C HACBHIIAIONIMUCH B3aUMOJICACTBUAMU, TIO3BOJIAET OIUCATDL IPO-
CTPAHCTBEHHYIO OPraHu3aInio XpoMaTnHa. KJodeByio poJib B yIAKOBKE WT-
paeT paszjeeHre XpoMaTHHa Ha aKTUBHBIN M HeaKTHUBHBIN. HeakTuBHBII
XPOMAaTUH OPTaHU30BaH B TOIOJIOTMYECKN aCCOIMUPOBAHHbBIE JIOMEHbI, a aK-

THUBHBII XPOMATHUH HaXOJUTCsA Ha IIOBEPXHOCTHU JOMEHOB MJIM MEKAY HUMMH.

CreneHb JOCTOBEPHOCTH W ampodalius pe3yibTaToB. OCHOBHbLIE pe-

3yJIbTaTbl JUCCEPTAlIUN JOKJIaAbIBaJINCh Ha CJICAYIOINX KOH(i)epeHH,I/IHXZ

1. Block-copolymer model of chromatin organization, Yeprosua A.B., Koc
II.11., T'aspuio A.A., European Polymer Congress “EPF 20157, JIpesnen,
lepmanus, 21-27 uons 2015.

2. Crystallization of single chains and concentrated solutions of stiff
macromolecules, Koc I1.11., Isanos B.A., HUeprosuu A.B., I'appuios A.A.,
4-th International Workshop “Theory and Computer Simulation of Polymers:

New Developments”, Halle, I'epmanns, 28 utons - 1 uross 2015,

3. Crumpled globule formation and chromatin structure, Yeprosua A.B., Koc
II., TaBpusioB A., Tamm M., 4-th International Workshop “Theory and
Computer Simulation of Polymers: New Developments”, Halle, I'epmamnusi,

28 urond - 1 uroua 2015.



. Studying chromosome partitioning into topologically associating domains
via saturating interactions, Koc II.1., Tamm M.B., Vibanos C.B., I'appuiion
A.A., Pasun C.B., Yeprosua A.B., Multiscale Modelling and Experimental
Approaches to Genome Organization, Les Houches, ®pamnrus, 2-7 ampess

2017

. Monenuposanue yrnakosku JIHK B sape kinerku npu ydere jaMunbl, Koc
[T.11., JTomonocos-2017 : XIII Mex tynapojinas Haydnas KoH(pepeHIus CTy-
JICHTOB, MAruCTPAHTOB 1 MOJOABLIX yaeHbx, MI'Y um. M. B. Jlomonocosa,

Poccus, 10-14 ampensa 2017.

. TpexmMepHasi IpocTpaHCTBeHHAsT OpraHu3allus XPOMaTHHA, B sIJIpe KJIETKI,
Koc IL.N., ITerpos A.I., I'aspuios A.A., Heprosua A.B., VII Beepoccnii-
ckasg Kaprunckas koudepenrus “Tlosmmvepn-20177, MockBa, XuMudecKnii

dakyinbrer MI'YV nmenn M.B. Jlomonocosa, Poccusi, 13-17 uronst 2017.

. Kosnmanc romomnosimmepHoit menu 1ot JeficTBUEM HACHIAIONTIXCS B3aMO-
JleficTBuil ¢ BiMgHIEeM cTepudecKnx orpanndennit, [lerpos A.1., Koc I1.11.,
Tamm M.B., Yeprosuu A.B., VII Beepoceniickass Kaprumnckass kondepen-
st “Tlosmmepnr-20177, MockBa, Xumudeckuit pakysibrer MI'Y numenn M. B.

Jlomonocosa, Poccus, 13-17 miona 2017.

. Polymer with saturated interactions and chromatin structure, Yeprosuu
A.B., Koc II.I1., 46nd IUPAC World Chemistry Congress 2017, r. Can-IIay-

710, bpazuwmust, 9-14 urons 2017.

ITy6nukamum. MarepuaJibl Juccepralun oiyOJIMKOBaHbI B 13 1mevyaTHBIX pa-

borax, u3 HUX 4 CTaThbU B peleH3npyeMbixX KypHaiax |1|—[4], ungekcupyembix B

6azax jannbix Web of Science u Scopus, 1 crarbst B cOOpHUKE TPY/I0B KOH(MEPEH-

1IN U TEe3UCHI K 8 JOKJa1aM Ha MeXKIYHAPOIHBIX KOH(MEPEHINIX.

JIMYHBIA BKJIaJ aBTOpa. Bce npeacraBieHHble B AUCCEPTAINT PE3YIIb-

TaTbl IIOJIYY€HbI JIMYHO aBTOPOM IIpHU HEIIOCPEJCTBEHHOM YyYaCTHUMW HAY4YHOI'O PYy-
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KoBojuTesst. 11oIroToBKa 10Ty YeHHBIX PEe3y/IbTaTOB K IIyOJINKAIIIN IIPOBOJIMIACD
COBMECTHO C COABTOPaMU, BKJIAJI JUCCEPTAHTA B YACTU KOMITLIOTEPHOI'O MOJIEJIN-
poOBaHus OUPEACIAIONINIA.

CrpykTypa m 00beM aumccepTariuu. /luccepraliist COCTOUT U3 BBEJICHUSI,
4 rnaB u oudanorpaduu. O6mmmit odbem auccepraiun 129 crpanun, BKaodas 47

pucynkoB. bubmorpadust cocrout nsz 154 HauMeHOBaHUIA.

Conepkanne padbOThI

Bo BBeaenun obocHoBaHa aKTyaJbHOCTh JNCCEPTAIMOHHON pabOTHI, chop-
MYJIIPOBaHa IIeJIb U apryMEeHTHUPOBaHa HaydHasi HOBU3HA HcciejgoBaHnii. Takxke
[OKa3aHa IPaKTHIeCKas 3HAUUMOCTD OJIYIeHHBIX PE3YJIbTATOB 1 IPEJICTABICHBI
I0JIOZKEHUSI, BBIHOCUMBbIE Ha, 3aIHUTY.

B niepsBoii ryiaBe BoiniosHEH 001TNiT 0030 JINTEPATYPHI, TOCBATIEHHBII OTTH-
CaHMIO 33124, 00CYy K 1aeMbIX B guccepTann. Q030D JINTEPATYPhI COIEPIKUT HECKOJIb-
KO pa3/eJI0B: KOJLJIAIIC IOJTUMEPHOIT IIeln, CTPYKTYpa XpoOMaTHHA, JUCCUIIATHBHAL
JIMHAMUKa YaCcTUIL, HACBIIAIOINECT B3auMOACCTBIS, KPUCTA/LJIN3aIUsl IO/ IIMeP-
HBIX TIelleil, a TaKKe BbIBOJIBI K IIePBOii TyiaBe n (POPMYIMPOBKa ITOCTAHOBKH 38,14
qI1.

[lepsolii pazgen “Kosuranc moauMepHoil menu’ COAEPXKUT JBa IOJpas3iea;
rubkasi MmoJImMepHast 1elb U MOJTyZKecTKas MoJmMepHast 1ierb. Pa3oBblil epexo/n
KJIyOOK-TIJI00y/Ia /I TOJTMMEPHON Tl pa3Hoil »KeCTKOCTH ObLT omucan B 1979
rozy [5].

st TuOKO# ToJTMMEPHOiT TIenn olucaHa CBsA3b € 3ajadeil yIaKoBKH XpoMa-
tuna. [IpuBejieHO cpaBHeHHe CTPYKTYp CKjajgdartoil [6] u paBHOBecHOM TI0OYIT
(em. BeIpazkenue 1). OTMedeHo, ITO UCCIEIOBATESIM HE YIaBaIoCh OOHADYKUTh
CTPYKTYPY CKJIQJIaToil rJI00YJ/Ibl K KOJLJIAIICe TOJIMMEPHOIl 1enu u3 KJyoOKoBOi
KOH(oOpMaIK B TJI0XOM pacTBopuTese. OHaKo ckJajgdaras CTPYKTypa ObLia

IIOJIy4€Ha IIpU NCIIOJIb30BaHMN NCKYCCTBEHHOI'O IIOTEHINaJIa I'PaBUTaOdMOHHOI'O TH-
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ma (IpUTSZKEHe B ONPE/IEJICHHYIO TOUKY IIPOCTPAHCTBA). B HEKOTOPBIX 9KCIIEpH-
MeHTaJbHBIX paboTax MmoKa3aH JIBYXCTAIUNHDLIN KOJLIAIC, OJIHAKO, UCIOIb3yeMble
SKCIEPUMEHTAJIbHBIC METOJANKN HE MO3BOJIAIOT ONKUCATH BHYTPEHHIOID CTPYKTYDPY

IJI00YJIbI IIPU KOJLIAIICE.

R%(s) ~ §*/3 - JIJISE CKJIQTIATON 1100yl
) S npu s < N?/3
R(s) ~ - JIJIS PABHOBECHOM T1JI00YJIbI
const npu s > N2/3
1 (1)
P(s) ~ s~ - JIJISl CKJIaI4aTol TJI00YJIbI
53/2 npu s < N?/3
P(s) ~ - JIJIS PABHOBECHOM TI0OYJTbI
const npu s > N?/3

3aTeM OINCAaH KOJLIAIIC OJMHOYHON IOJIYzKeCTKOl mosimMmepHoii nemnu. KoJi-
JIATIC OJIMHOYHOI TIeIT COOTBETCTBYET CJIydato KoJlialica B pa3daB/IeHHOM PacTBOPE
HeIePeKPhIBAIOIINXCS TTOJMMEPHBIX KJIyOKOB. OIrcaH HCIOJIb3YeMbIil B MCCJIe/10-
BaHUU MEXaHU3M KECTKOCTH IOJTMMEPHON TIeIn, Ha3blBaeMblil “MeTo/ B3auMOIIPO-
aukatorux cep” [7]. IlpuseieHbl OCHOBHBIE JIETAJN PEATH3AIMN TAKOTO MEXaAHU3-
Ma YKECTKOCTHU JIJIsi KOMITBIOTEPHOI'O MOJIETUPOBAHUS C MOMOIIBIO JTUCCUTIATHBHOM
JIMHAMUKH IaCTHII,

Pazniesr noy HazanueM “CTpyKTypa XpoMaTuHa' COIAEPXKUT HECKOJIBKO I0/I-
pas3jiesioB: O0IIUE CBEJICHUSI, TEOPETHIECKHUE IOJIXOJbl K OIMCAHUIO XPOMATHHA,
9KCIIepUMeHTaIbHbIe MeTOAbl. B mojpasnene “O6mme cBemennsi’ IIpeacTaBICHA
yrnakoBka JIHK #a pa3abIxX MpocTpaHCTBEHHBIX MaciITabax BHYTPU 9yKAPUOTHIE-
CKOI'0 KJIETOUHOTO sijipa. Onucana cTpykTypa XpoMaTnHa, Bk/odatoriero JHK u
OeJIKM T'UCTOHBI, IIepevunc/ieHbl (pa3bl KJIETOYHOIO IUKJIA, & TaKyKe YKa3aHbl IIPH-
YUHBI UCCJIEJIOBAHUSI BO BpeMsi nHTepdasbl. BBejeH TepMUH TOINOJOIMYECKH ac-
conmupoBanubiii gomer (TAJl) u mokasaHo modeMy 3TOT CTPYKTYPHBIN 3JIeMEHT

HACTOJIBKO BazKEH JIjidd IPOCTPAHCTBEHHOI OpraHn3aln XpoMaThHA.

12



B nojpasenie “Teoperndeckue m01X0/IbI K ONICAHIIO XPOMATHHA clieJiaH 00-
30p 4 HanboJsiee PaACIPOCTPAHEHHBIX MOJIEIEl, OIMUCHIBAIOIINX IPOCTPAHCTBEHHYIO
OpraHm3alli0 XpoMaTuHa: cKaagdaras (dpaxkraibHast) riobyma [8], skeTpysus
netesb (amm. “loop extrusion” [9]), Mogeab HUTEH U MEPEKTIOUAIONINXCS CBsI3el
(amru. “string and binders switch” — SBS [10]) n mecnerudurtieckne B3anmoeii-
creus (2|, [11].

CrutajraaTast 17100yJ1a — CTPYKTYpa IJIOTHOH YITAKOBKU ITOJTMMEPHOI 1Ieln B
IPOCTPAHCTBE, OHa CaMOIoI00Ha Ha BcexX MacinTabax. B Mojiesn ckiia1qaToit rio-
OyJTbl BOCIIPOM3BO/IUTCST 9KCIIEPUMEHTAIbHAST 3aBUCHMOCTD BEPOSITHOCTH KOHTAKTA
P(s) ~ s L.

DKCTPY3Hs MeTesib — MOJIEh IPOCTPAHCTBEHHON OpraHu3alliil XPOMATHHA
MJIEKOITUTAIOIMINX. [ JIABHBIM apXUTEKTYPHBIM 9JIEMEHTOM MOJIEJIN SIBISETCA KOJTh-
11e00Pa3HBII MYJIbTUOEIKOBBIN KOMILJIEKC KOTE€3H1H.

Moyiesib HUTEI U IePEKJIFOYAIOIIUXCS CBSI3eil SIBJISETCSI JOCTATOTHO aOCTPAKT-
HOIT MOJIe/IbIo. B Hell HCIoib3yIoTest 9acTHIbl, KOTOPbe MOI'YT 06pa30BbIBATD JI0
6 cBst3eil cO 3BEHbSIMU MOJTUMEPHOIT TerTn.

B mojenin mecrierudutiecknx B3anMOJIEHCTBUIT PACCMATPUBAIOTCS MEKHYK-
JIEOCOMHBIE B3aMMOJIEICTBIS yIaCTKOB XpOMaTHHA. Bu1 B3anMO/IelicTBUsI CBsi3aH
C SMUTEHETHIECKNME MOAUMUKAIITAME (MOANMUKAIIN XPOMATHHA, HE CBSI3aHHbBIE
¢ m3MeHenneM mnocyeaosarenbaoct JTHK).

3arem B 1aBe 1 IpuBejieH MOAPa3/e/ ¢ ONNCAHIEeM IKCIIEPUMEHTAIbHBIX Me-
TOJIOB OIIpejIeJIeHIs] OpraHu3aliiil XPOMaTHHA: MOJIyYeHIe MOJTHOPeHOMHBIX KapT
koutakToB (Hi-C) [12], dayopecrientrast rubpuusanus in situ (FISH) [13] u smu-
reHeTndYecKre MeTonbl. JIJIs mepBbIX JBYX METOIOB NPUBEIEH MPUHIMINAILHbI
IIPOTOKOJI OCYIINECTBIEHNs SKCIEPUMEHTa, MOCTeIHUI SBISIETCS TEJIbIM KJIaCCOM
METOJIOB U MOSTOMY B JINCCEPTAIMOHHOI paboTe NMpUBEIEH MepeueHb XapaKTepH-
CTHK, MOJIy9aeMbIX B XOJI€ OCYIIECTBIEHUS TAKUX SKCIIEPUMEHTOB.

Coerytomuit pa3jen HasbiBaercs “Jluccunarusaas quaavuka dactut’ (JLJIH).

B sTom pasaesie IMMpuBEeAEcHO OIIMCaHME ME30CKOIIMYECKOI'0O METO/da OI’pY6.HeHHOI7I
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motekyJisipoit punamuku JIJIYH [14]. TlpuBejenbl Bbipaykenus jijist pacdera Cu,
AJICOPUTM pacueTa KoopJauHaT u ckopocreit. ObcyKaaeTcst criocod 3arpera caMo-
[epecevYeHuii 1erm.

B paznene noa nazsannem ‘Hachblmmarornuecss B3auMoeficTBIsT [IPUBEIEHO
OIlIICAaHNE MeXaHU3Ma B3auMOJeicTBUs 3a cueT (pOpMUPOBaHUsI 0OPATUMBIX CBSI-
3€il, TaKOIl TUII B3aNMO/ICIICTBU ITOJIYINJI Ha3BaHNe HACBIIAIONECs B3anMOIeii-
crBust |15]. Huceso qonoHITeIbHBIX CBsi3€il, KOTOPOEe MOZKET MMETh KazKJ10€ 3BEeHO
eI, HA3bIBAETCSI BaJIeHTHOCTRIO. [IpuBeieHa 3aBUCUMOCTD PaJinyca MHEPINN Tie-
1 OT 70/ CPOPMUPOBAHHBIX CBsi3eil, MccieoBaHe ObLIO CJeIaHO C MOMOIIBIO
Y. Ormeueno Biausinie abCOIIOTHOrO 3HAUYEHHsI HapaMerpa 00beMHOI'O OTTaJI-
KHBaHUs Ha YHCJIO coceJieil B pajumyce 0OPe3KH IOTeHIaIA.

B pazjesne oy HazBanuem “Kpucrajumsaliyst HoJMMEpHBIX Ieneil” ciesaH
0030p JIMTEpPATyphl 10 yKa3aHHOMY HallpaBjeHuio. [IpuBejieHO onrcaHne TaKux
TEOPETUYIECKIX MOX0I0B, KaK Teopust Jloputiena u Xoddmana [16], mogxom M.
Myrykymapa [17] u reopust C. Crenatosa [18|. Onucanbt UCIO/IB3yeMbIe JIJIs OTIpe-
JIeJICHUST KPUCTAJLINTOB METO/IbI: HEMATUICCKII TapaMeTp HopsiaKa S, napaMerp
(D¢, INCTIO KOJLTMHEapHbIX cocejeit. Hekoropblie u3 MeTO/IOB omnpeje/ieHnusl Kpu-
CTAJIINTA He IOJAXOMAT JIJId CPaBHEHUsI Pe3YJIbTATOB, MOJYYEHHBIX C ITOMOIILIO
pa3HBIX MOAX0J0B MojenpoBanus. Hanpumep, B JI/IY crangapTHas MIOTHOCTH
paBHa 0 = 3, a B MOJIEKYJIAPHOI JIMHAMIKE C UCIOJIB30BaHIEM TOoTeHIna a JIeH-
napa-xonca — 0 = 0.85. YToObl MOXKHO OBLIO KOPPEKTHO CpaBHUBAThL CHUCTE-
MBI CMOJIE/INPOBAHHBIE PA3IUIHBIMU METOJAMU, aBTOPOM JIHCCEPTAln ObLI pas-
paboTaH OpUTMHAJBHBIN METO/I KJIacTepHOro anaun3a. [lapaMeTpos onpejieaeHms
“KpUCTaJ/INYHOCTH 3BEHA SIBJISIETCS OTHOIIEHHE YNC/Ia KOJJIMHEeAPHBIX cocejieil K
YUCIy BCEX cocesieil BLIOpaAHHOTO 3BEHA.

B nocieinem pasjiesie npejicTaBieHbl 00IIIe BbIBOJIbI, KOTOPbIE COOTBETCTBY-
I0T OIMCAHHBIM paszjenaM. Takxke coOpMyJIMPOBaHbl OCHOBHBIE BOIIPOCHI, Ha KO-
TOphIe OyJ/IeT JlaH OTBET B JIMCCEPTAIIMOHHOI paboTe.

Bo BTOpOI1 ri1aBe 1puBeieHbl Pe3yJIbTaThl UCCIEI0BAHISA CTPYKTYD, cdop-
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MUPOBaHHBIX THOKOI 1 MOJTy?KECTKOI OJIMHOYHBIMU TEISIMU TIPU KOJLIAIICE B ILJI0-
xoM pactBopuresie. Onucanbl MPEUMYyIIECTBa UCIOIb30Banns Metoja JIJIYH s
n3ydeHns 3aJladu KoJuIalca MOoJUMePHON Tenn B IJIOXOM pacTBoputese. [aBa
COJIEPKUT TpHU pazjesa: 1-it mocBsiieH KoJuialicy ruOKoil moJanMepHoil e, 2-if —

KOJLJIAIICY TI0JIy>KECTKOII IeIH, B 3-eM OIMCaHbI BBIBOIBI 1 00IINE 3aKOHOMEPHOCTH.

Puc. 1. a-r) I'ubkas mommvepnas nenb. 1-3) [lomykecTkast momMepHasi 1melb.

[lepet omcanmeM 1oy YeHHBIX PE3YJILTATOB IIPHU U3y UEHUN KOJLJIAIICA B I1JI0-
XOM PacTBOPUTEJIE YJIeJeHO BHUIMAHUE OIIMCAHIIO MeXaHI3Ma, 3a1peTa caMorepece-
YeHN PN MCIOJIHL30BAHNN KaK THOKOI, TaK W MOJTy?KECTKO TOJTMMEPHDIX TIeTTeil.
[Tocste BbIOOpa aOCOIOTHBIX 3HAYEHUIT TApaMeTPOB OOHLEMHBIX B3AUMOJICHCTBUI 1
HeecpOpMUPOBAHHOMN JIJIMHBI CBA3U OIKUCAH BLIOOD Mmapamerpa Y Mojenn Propu-
Xarruuca, KpoMme TOro, BapbUpoBaJjiach TakKzKe JJIMHA Ieni. Belio mokazaHo, 4To
HAOJIIOJICHIE CKJIQJ[YaTOCTH CTPYKTYPbhI BO3MOXKHO TOJIBKO TPH HCIOJIH30BAHIN
JIOCTATOYHO OOJIBINNX 3HaUYeHUI mapamerpa Piopu-Xarruuca x u 1eneit jaamHoil
ceeime N > 103 3Benbes. CpaBHeHNe MPOBOIMIOCH C IBYMS MOJCJSMIE: CKJIaJI-
yaTast U paBHOBecHast TJIOOyJIbl. JIjIst 9TUX CTPYKTYpP IHPHUBEJIEHbI XapaKTepHbIe
3aBUCHMOCTH BEPOSITHOCTH KoHTakTa P(s) u KBajpara paccrosuust R2(s) oT Kon-
TYpPHOIT JITMHDBI, KOTOPBIE 3a/IaI0TCSA BhIpaKeHueM 1.

Ha puc. 2 npejcrapiena 3aBUCIMOCTDL KBaIPATHIHOTO PACCTOAHUS MEYKTY
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Puc. 2. a) BaBucumoctb R%(s) /1 THOKOI MOJMMEPHON TIeM B Pa3/IddHble MOMEHTBLI BpeMeHn
KOJIJIAIICA B IJIOXOM pactBoputesie. 6) CpaBHeHHe Pe3yJIbTATOB, MOJIyI€HHBIX B MOJIETMPOBAHUH
C pe3yJIbTaTaM#, COOTBETCTBYIOIIIE MOJIE/ISIM CKJIaI9aTO! U PABHOBECHOM 17100yJI. 3aBUCUMOCTHU
KBaJIPATUYHOI'O PACCTOAHUS OT KOHTYPHOH JIJIMHBI IIPEJICTABJIECHbI JIJIsi CPABHEHUS HAKJIOHOB

KPUBBIX Ha PA3HBIX MacCIITadax.

KOHIIAMM CerMeHTa OT ero KOHTypHoil jymnbl R?(s) ~ s27. Ilpu KoJjutalce Bos-
HUKaeT HepaBHOBECHAasI CTPYKTYpa OxKepeJsibd, Y KOTOPOro pasmep “OycuH’ U ux
pacIioJioyKeHne Ha Iely HOCAT ciydaiinbiii xapakrep. Ha rpaduke MoKHO BbIjie-
JINTH TIeperud, KOTOPhIl COOTBETCTBYET pasMepy 06Ji00a, 1o 6JI000M TOHIMACTCS
CTPYKTYPa, cOpMUPOBaAHHAsI CEIMEHTOM IIell, UMEIOMINM KOH(MOPMAIIUIO Tayc-
coBa ciydaiinoro Osyxkpanus. 13 rpaduka Ha puc. 2 (a) BUAHO, UTO CpeHUI
XapaKTepHbIl pa3mep 0J100a pacTeT co BpemeHeM. [yinHa cyOIenu, Ha KOTOPOil
e€ KoHpOpMallsl COOTBETCTBYET CJIyJIailHOMY TaycCoBY OJIyKJIAHUIO, YBEJIMINBa-
eTcsl. DTO CBABAHO C peslakcaliueil CTpyKTyphbl 13 CKJIaI9aToil B paBHOBECHYIO TIJIO0-
oymy. st cybreneit pasmepom Menbiie jymnbl 3areriennii (N, ~ 50 ex. 1Y)
TaKas peJlakcalst TPOUCXO/IUT 38 BPEMsI, CpaBHUMOE ¢ BpeMeHeM (hOPMUPOBAHMSA
eJIMHON TJIOOYJIBI. XOTs cpa3y Moc/e KoJaalca CTPyKTypa cyOrenu Ha Maciirade
JIIMH CBBITIe JIJIMHBI 3allellJIeH it ocTaeTes CKJauarToil, sapucuMocth R2(s) Bejer
cebst yoKe He Kak Jiist ppaxTaapHoil rioGyisl (~ s2/3) u3-3a HauaapHOrO ydact-

Ka, Ha KOTOPOM KOH(OPMAIIS COOTBETCTBYET CJIyIalHOMY T'ayCCOBY OJTyKIAHUIO
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(R?(s) ~ s). ITockosibKy XapaKTepHblil IPOCTPAHCTBEHHBI pasMep II00Y/Ibl He
mensiercst (~ N'/3). 1o, B koneunom urore, cybrenu jiuHOi cpime 2 N2/3 me-
PEMEIIMBAIOTCA MEYKTy CO00I, TaK Kak 6J100bI 00J1a1al0T PHIXJILIMU KJIYOKOBBIMI
koHdopmanusamu. V3-3a Takoil HeOIHOPOIHOCTH CTPYKTYPhI 3(pdeKTUBHOE 3HAUE-
HUE CTeNeHHOro mokasaresst 7y (st cybuerneii pmuHOit s > N,) B 3aBHCHMOCTH
R%(s) B xo/le KoJulalca MOyKeT HPMHUMaTh 3Hadenns B unrepsasie 0 < vy < 1/3.
['sie 3navenne v = 0 cOOTBETCTBYET PABHOBECHOII IJ100YJIe, B KOTOPOii peasn3yercs
HOJIHOE IIepeMelnnBanne 610008 B paMKaX ITeéOMEeTPUYECKOrO pasMepa, MI00YJIbL.

Takzke ObLIa IOCTPOEHA 3aBUCUMOCTD BEPOSITHOCTH KOHTAKTa KOHIIOB CyOIIe-
i oT eé KouTypHoit juHbl P(s). [lpuseeHo cpaBHeHne ¢ paBHOBECHOMH U raycco-
BOIi IJIOOY/IaMU TI0 AHAJOTUH C 3aBUCHMOCTBIO KBaJIpATa PACCTOSIHIS OT KOHTYP-
Hoit bl R%(s). Anajius 3aBucuMOCTH BeposTHOCTH KonTakTa P(s) moarsep-
KJIA€T BBIBOJIBI, CJle/IaHHbIe 110 3aBUCHMOCTH KBaJIpaTH4HOro paccroshusa R2(s).

PaccMorpennl pe3ysbraThl MOAEIUPOBAHUST KOJLIAIICA, HOJIY2KECTKON el B
110XoM pacrsopuTesie. Onucan BLIOOD IapaMeTpOB KOMIILIOTEPHOI'O SKCIEPUMEH-
Ta, JJIsl 3aJaHMsl YKECTKOCTH IIeMH ITOCPEJICTBOM MOJEM B3aUMOIIPOHUKAIOIINX
cep. st nceseoBannst ocobeHHOCTEH CTPYKTYPbI, (GOPMUPYEMOIT B XOi€ KOJI-
JIAIIca, MCIOJIB30BAJINCH TOCTPOEHUSI TPEXMEPHBIX KOH(POPMAINN CHCTEMbBI 1 3a-
BUCHMOCTefl BepOsATHOCTH KoHTaKTa P(s) 1 KBajpaTuunoro paccrosnns R2(s) ot
KOHTYPHOI JIJIMHBI CerMeHTa, eI,

B pabore ycraHOBJIEHO, YTO KPUCTAJLIMYECKUE 3apOJbLIIN (DOPMUPYIOTCS
erte J10 oOpaszoBanus eauHoil rmo0ysibl. ChopMUPOBAHHBIE 3aPOIBIIIN 3aTEM Pe-
OpraHmM3yioTcs B euHblii KpucraaiuT. Ha puc. 3 mokazaHo m3MeHeHHe 3aBUCHMO-
CTH KBa/IPaTUYHOIO PACCTOAHMsI OT KOHTYPHOI JumHbl R2(S) ¢ X0J10M KoJLIalca.
Ha wmaseix mmmnax (s < 10) menb Bejer cebs aHAJIOTHYHO YKECTKOMY CTEPIKHIO
R%*(s) ~ s%. C Tedenuem BpeMeHM OCHMJLISIME CTAHOBATCS BCe 6O0JIee 3aMeTHbI-
MHI Ha rpaduKe, 9TO CBI3aHO YIIOPSAI0UYEHHEM CTPYKTYPhI HEIH, UTO IIPOSIBJIS-
ercsi B BuJie (pOPMUPOBAHMS “KPUCTAJJIMIECKUX CEI'MEHTOB OJMHAKOBO JIJINHEI,

pa3/JIeHHBIX “aMOp@HbIMI ydacTKaMu 1enu. [lepuosd ocumisinymii paBeH cyMme
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Puc. 3. a) 3aBucHMOCTb KBaJIDATUIHOIO PACCTOSIHUSI MEXKJLY 3BEHBSIMU OT KOHTYPHOI JIJTHHBI
CEerMeHTa IMOJIyKeCTKOMI Teru. 6) 3aBUCHMOCTb BEPOSITHOCTH KOHTAKTA OT KOHTYDHOM JIJTHHBI

CerMeHTa IIEIIn.

VJIBOGHHOM JIIMHBI “KPUCTAJINIECKOr0” CerMeHTa U JITUHBI “‘aMOpPgHOro” cermeH-
Ta, COEJMHSIIONIEr0 JIBa COoceJHNX ‘Kpucrtasummdecknx . Ha Gosibimom maciirabe
CTPYKTYPa HAIIOMUHAET CKJaadaTyio ry1o0yry. ChopMupoBaHHasi CTPYKTypa He
peJlakCupyeT B PaBHOBECHYIO IJIOOY/Iy B JaJIbHEMIIeM.

Pesynbrarsr BTOpOit T1aBbl omybnKoBanbel B pabore [1].

B Tperbeii riiaBe ObLI0 OCYLIECTB/IEHO OIUCAHNE 3a/Ia9il KPUCTAJLIT3AINN
IOJIIMEPHBIX IIeleil U3 mepeox/iaxKJIeHHOTro pacTBopa. OnucaH BBIOOD mapamMeTpoB
MOJICJTUPOBAHMS JIJIs peaIim3allii MOIEIN B3alnMOIIpOHUKaronux cdep. B pacemar-
PUBAEMBIX cuCTeMax obbeMHas J10J1s nosmmMepa cocrassiia or 20 10 100%. Moge-
JimpyeMble 1enu Obln MonoucrepcabiMu Juinaoit N = 1000 3BenbeB. B kavecTse
HaYaJIbHOI KOH(OPMAINI UCIIOJIL30BAJIOCH CIydaiiHOe Oy K IaHlie B KOHTHHYaJIb-
HOM IIPOCTPAHCTBE C IIIaroM, PaBHBIM PABHOBECHOI JJINHE CBS3H. DTO ObLIO Cle-
JIAaHO, 9TOOBbI N30erKaTh KUHETHUIECKON 3aMOPOKEHHOCTH CUCTEMbI, YTO 0COOEHHO
aKTyaJIbHO JIJIsi CHCTeM ¢ OOJIbIIOI 00beMHOIl J10JIell IoJIuMepa B CIUCTEME.

J1st aHasm3a pe3yabTaToB ObLI pa3padoTaH OPUTMHAJIBHBIN JIBYCTAIMITHBII
anroput™m. OH 3aKJIIOYAETCS B aHAJIM3€ CBA3EHl U IOCEAYIONEeM PacCMOTPEHNN

3BEHBEB, KOTOPbIE ObLIN OTHECeHBbI K aMopdHoil daze. B xoje MomeampoBanus
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110JIYYeHbl KBa3UPaBHOBECHDBIE COCTOSIHUS CUCTEM, TaK KaK B peaJibHbIX CUCTeMax
paBHOBECHE TOXKe He JIOCTUTaeTCs U aHAJIM3UPYIOTCS CBOMCTBA KUHETUYECKH YCTOM-
JUBBIX cucteM. [TokazaHo, 9To moJmMepHbIe Eeln YKJIaIbIBAIOTCA IMeKCaroHaJbHO.
OpiHa 1enb, Kak IIPaBIJIo, BOBI€UEHA B HECKOJIBKO KPUCTAJLINTOB, 8 KaxKJbIil Kpu-

CTAJUINT COCTOUT U3 HECKOJBKUX TTOJUMEPHBIX Tierefi cM. puc. 4 (a).

100 o

104

(]
L]
o
[ ] "
® ® o .‘:3 .
° 2>
: V% e 2%
® .o. ¥ .
<
Ksanpat paccrosaus, R3(S)

T HayajibHas KoH(popManus
’ KOHeuHas KoHdopMarus E
. —=— KPUCTAJUINYHBIC CCTMEHTHI
e, %, pa - = - aMop(HBIE CErMEHTbI

T T
1 10 100 1000
Paccrosinue BJOJIb 1O LI€NH, S

(0)

Puc. 4. a) TlosmmepHast 1ienb 1ocjie OCYIIECTBJIEHHsT KJIACTEPHOIO AHAJIN3a, YEPHBIM OKPAIIe-
HBI 3BEHbsI, COOTBETCTBYIOIIIE KPUCTAINIECKOi dase, cepbiM — aMopdHOii. 6) 3aBucuMocTb
KBaJpaTaTa PacCTOAHUS OT JJIMHBI BJOJIb 110 IENN JIjIs HadaJbHONW KOH(MOPMAaIINK, JJId KOHE'-
noit koudopmarmu 90% 1 OTAENBHO I KPUCTAJUIMYECKUX U aMOP(HBIX CEIMEHTOB KOHEUHOM

kondopmarn 90%.

Takke IpoaHaJM3NPOBaHa 3aBUCHMOCTD KBAJIPATUIHOTO PACCTOSHUSA OT JIJTH-
Hbl cermenta R?(s), npuuem Takas 3aBUCUMOCTb Obla MOCTPOEHA KaK JIs BCeil
CUCTEMBbI, TaK 1 OTHEJIbHO JIJIs “aMOPMHBIX U “KPUCTAINIECKUX CEIMEHTOB, CM.
4 (6). II R?
puc. . [lokazaHno, 9TO 3aBUCUMOCTH S) It KPUCTAJITMIECKNX CEIMEeHTOB
AHAJIOIMYHA 3aBUCHMOCTH JIJIsl YKECTKOTO CTEp:KHs ~ S2, B TO BpeMs Kak Jijls
“aMOpP(MHBIX” CEIMEHTOB TaKasi 3aBUCHMOCTb UMEET cTelleHb MeHblne 2. CTpyKTy-

pa BCell cucTeMbl MOXKET ObITh pa3aesjicHa Ha ABE 9aCTU: HpHMOJII/IHeﬁHbIe CEeI'MCH-

TbI, COOTBETCTBYIOIINE MAJIMHE KPUCTAJJIMYECKOI'O CeIMEHTa U CKJlaJ4daTasd CTPYK-
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Typa, KoTopas (hopMUpYyeTcs KaK IIpPU BO3BpaTe IENMN B TOT K€ KPUCTAJLINT, TaK
U TIpu Tepexojie B JApyroii. Paccrognne Mek 1y KOHIIAMU ENN OKa3bIBAETCS COOT-
BETCTBYIOIIUM CJIydaifHOMY OJIy>KJIAHIIO, XOTs BHYTPEHHAS CTPYKTYpa Ha, Pa3HbIX
IPOCTPAHCTBEHHBIX MACIITA0AX CHILHO HEOTHOPOTHA.

PaccmoTpen Borpoc popMupoBanust HanboJ/iee KpyImHoro KpUCTAIIUTa B CH-
cTeMe, B XOJIe UCCJIeIOBAHUS YCTAHOBJIEHO, YTO 3TO MPOUCXOUT MIPHU KOHIIEHTPA-
i ~ 90%. 1o cBazaHo ¢ GasaHcoM MexKy chOPMUPOBAHHOIN CETKOH 3aliell-
JIEHNI 1 HAJIMIUEM TOJTMMEPHOTO MaTepuaJa Jijisi 00pa3oBaHnst KPUCTAJINTA CM.
puc. 5 (6). [Tpu yBesmuennn o0beMHOI JI0JIH TTIOJINMEPA B CHCTEMe, JIJTMHA 3allell-
JIEHUIT YMEHBIIIAeTCst, YTO He TO3BOJIIeT (POPMUPOBATH KPYITHbIE KPUCTAJIUTHI.
[Ipn yMeHbIIeHNN KOHIIEHTPAINN KOJIMYECTBO MOJTUMEpPA JIJIst BOBJIeUYeHns B ¢pop-

MI/IpOBaHHbIﬁ KPUCTaJIJINT OKa3bIBaeTCA HEJOCTATOYHBIM JIJIfI POCTa KPUCTAJIJINTA.

100004 Bpems mogenuposanusa, warn A04:

1000 ul ul ul A A ul ul ul ul
O6bemHas gons nonumepa:

o —-—10°
—8—Cc=0. 6
—e—c=05 gooo{ —* 10 1
100]—*—c=07 —4—10
—v—c=0.9 6000 —v—108 |
—e—c=0.95
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-1 ’ 0 ) 1 7 2 ’ 3 ’ 4 ’ 5 ) 6 ) 7 ) 8 9 T T T
10" 10 10* 10° 10° 10" 10°> 10° 10" 10° 10 0.2 04 0,6 0.8 1.0
Bpemsa mogenvpoBanus, warn 404

HopMUpoBaHHOE YMCIIO KPUCTANNNTOB
CpeaHuit pasmep Kpuctannura, 3BeHbsi

O6bemHas gonsa nonuvepa
(a) (6)

Puc. 5. a) 3aBucumocTu 4ucjia KPUCTAJLUIATOB OT BPEMEHU MOJEJUPOBaHusA. 6) 3aBUCMMOCTH

CpeJIHEr0 pa3Mepa KJjlaCTepa OT KOHIIEHTPaIIUN.

ITocie ocyecTBiieHnsT IPOLEAYPHI ABYCTAIUIHONO KJIACTEPHOI'O AaHAJIM3A,
OBLIN PACCUUTAHBI M ITOCTPOEHBI 3aBUCUMOCTH CTEIIEHN KPUCTAJINIHOCTHU, CPEJI-
HEero pasMepa KpUcTaJlJinTa U YUC/Ia KPUCTAJJINTOB OT BPpEMEHU U KOHIICHTPAIINN.
Taxoit BcecTOpOHHUIT aHAJIIN3 CIUCTEM [T03BOJINI CAEIATh BBIBOJ, YTO OOIIUIl ClIeHa~
puii KpUCTAJIN3AIIMI COCTOUT U3 JBYX IIOC/I€I0BaTE/IbHBIX IIPOIECCOB: (DOPMUPO-

BaHIE MHOIOYHNCJIEHHBIX KPHUCTAJJIMIECKIX 3apOJIbIIIeil U Moceayoliee 00be -
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HEHUe KPHUCTAJJINTOB C BOBJIEUEHHEM COCEJIHUX ITOJUMEPHBIX IIereil, ¢M. puc. 5
(a).

PesynbraTnr onmyb/imKoBaHbI B Te3Ucax K JIOKJIa Ty Ha Kondepennun N 2 u3
CIIMCKa, MPUBEJICHHOIO Ha cTpanure 9.

B gerBepTOii ri1aBe onncanbl CTPYKTYPbI, (hOpMUPYEMbIe JTHHEITHBIM Pery-
JITPHBIM MYJIBTHOIOKCOIIOJIMMEPOM C HACBITAIOTIIMEICS B3aUMOJIEHCTBUSAMU, STH
CTPYKTYPbI TOCTYZKIIA MOJEJbI0 ITPOCTPAHCTBEHHON OpraHu3alun XpOMaTHHA
BHYTpPHU KJleTouHoro sjpa Drosophila melanogaster. Tperbs riaBa conep:KuT 3
pazjiena: (hopMIpPOBaHUE TOIIOJIOTNYECKU-aCCOIMNPOBAHHBIX JIOMEHOB, CTaON/IN3a-
1T TOIOJIOTNIECKI-aCCOIMUPOBAHHDBIX JIOMEHOB U BBIBOJIBI.

B niepBoM pazjiesie mokaszaHo, Kak ¢ IOMOIIBIO MOJIETH PEry/IsipHOTO MYTbTHO-
JIOKCOTIOJTUMEPA MOYKHO OINCATH YIIAKOBKY XPOMaTHHA BHYTPH KJIETOTHOI'O s1/Ipa.
Boi1 eMojiempoBan y4acToOK OT/IEbHON XpoMOCcOMbI. Kpome Toro, Hamdme Xpo-
MOCOMHBIX TEPPHUTOPHI TO3BOJISIET OCYIIECTBIISTL TaKoe HccaegoBaHne 6e3 more-
pu obiHocTH. B KavecTBe oprann3ma, jijisi KOTOPOro paszpadaTbiBaiach MOJIEb,
Obl1a BbIOpaHa IL10/0Bas Myiika Drosophila melanogaster, Tak Kak 9TOT opra-
HU3M sIBJIsieTCs HanboJiee N3Y9YeHHBIM B MOJIEKYJIAPHOI Onosiornn. Vcnob3zyembre
9KCIIepUMEHTaIbHbIE JaHHble ObLIN MPeIoCTaBICHbI JTabopaTopueil CTpyKTypHO-
dyuKInonaaIbHOI oprann3annn xpomocom VBI" PAH.

[IpuBenennl kyiaccudpukalum pasjie/ieHns XpoMaTHa Ha HECKOJIHKO THIIOB,
O ITIEPKUBAETCS, ITO B OCHOBE BCeX KJ/accuUKaIuil JIeKUT YPOBEHb IKCIIPECc-
CUH U 31ureHeTnvdeckue moaudukauu. s MoempoBainst UCIOIb3YeTC sl KJlac-
cudpukalsl XpoMaTHHa Ha aKTUBHBIH M HEAKTUBHBLIH B COOTBETCTBUU C ITPOQU-
neM arerumpoBanns rucrona H3 (mopndukanus H3K27ac). B pesyisrare Ta-
KO Mo uKAIy 3apsj Ha XBocTe ructona H3 okasbiBaeTcs 3aMelieH areTnIb-
HOII TPYIIION U HYKJIEOCOMBI C Takoil Mojaudukalmeil 00/ble He MOTYT y4aCTBO-
BATh BO B3alMOJICICTBUN TUIA “KJII0Y-3aMOK € KICJIOTHOI 00JI1aCTBIO HAa THCTOHAX
H2/H4. AnerumnpoBanibie HYKJIEOCOMBI COOTBETCTBYIOT aKTUBHOMY XPOMATHHY.

Y4acToK, cOCTOANNI U3 “HeaKTUBHBIX HYKJIE0COM, (OPMUPYET CTPYKTYPY, Ha3bI-
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BaeMyIO TOIOJIOINYECKN-aCCOIMNPOBAHHBIM JJoMeHoM. [l MojieinpoBanus B3am-
MOJIEMCTBUS TUIIA “KJII0Y-3aMOK~~ MCIIOJIH30BAJICI MEXaH3M HACHIIAIOIITXCS B3aK-
MOJIeIiCTBII, KOTOPHBIi ObLI peajin30BaH B Bije 00paTUMOro oOpa30BaHus CBA3el
MEXKY 3BEHbIME, MOJICTUPYIOMIMI HeaKTUBHBIN XPOMATHH.
[TocsiegoBaTeIbHOCTD MYJIBTHOJIOKCOIIOIMEDPA ObLIa BhIOpaHa Ha OCHOBAHUU
9KCIIEPUMEHTAJLHBIX JIAHHLIX O PacIpejie/IeNN aKTUBHOTO W HEAKTUBHOTO XPO-
maruna y Drosophila melanogaster. AkTuBnblii XxpoMmaTun cocrasiger okoyo 10%
BCEr0 INeHOMa, & CPEeJIHNIT pa3Mep ydacTKa HeaKTUBHOTO XPOMAaTHHA COCTAB/ISAET
100000 1m.1. OxHOMY 3BEHY B MOJEJIUPOBAHUI COOTBETCTBYET OJHA HYKJIEOCOMa
(~ 200 1m.H.), TO9TOMY MOJIEJIUpYeMasi MOCIeI0BATETLHOCTL ObLIa BHIOpAHA KAk

[500A-50B]19, ryie Tum A - HeaKTHBHBII XpomaTuH, a B — akKTHBHHBIIL.

Briok, umutupytownin
+ 10 7|aKTMBHbI XpOMaTUH:
—=— 00beMHbIE B3auUM.

®— HacblWaloLmecs B3anm.
Y 3

Bnok, nmutupyowmin
HeaKTMBHbI XpOMaTUH:
0b6beMHble B3anMm.

+— HacblLLaoLWMecs B3anM.
e~y

-
o
1

-
1

Pa3mep 6noka

PaccTtosiHue B NpoCTpaHCTBe
PacctosiHne B NpOCTpaHCTBe

1 10 50
KoHTypHas anuHa

(a) (6)

T
1 10 100 500
KoHTypHast anunHa

Puc. 6. a) Pazimuus B crpykrype TAla, 6j0Ka, UMUTUPYIOIIEr0 HEAKTUBHBIH XPOMATHH. 0)
Paznuunst B cTpyKType JIMHKepa, OJ10Ka, UMATHPYIONIEro aKTUBHBIN XpomaTuH. s HachIIaio-
[IAXCA B3aUMOJEHCTBHUI clie/laHo yepeJHeHue 1Mo 12 He3aBUCUMBIM peaJim3aiiusaM 110 19 610kam
B KaxkJ10it. /Ij1s1 00 beMHBIX B3auMMO/IECTBUIT 3aBUCUMOCTD yCpe/iHeHa 110 19 O6J10KaM KaxKJ10ro

BHUJIA 110 OJTHOM KOH(MOPMAaIIIH.

B jmccepraiiun ormmcaH BbIOOD IapamMeTpoB MojeaunpoBanust. Ha puc. 6 jrs
CpaBHEHHUsT M300pazKeHbl CTPYKTYPHI, cOPMUPOBAHHBIC HEAKTHBHBIM (&) U aK-

TUBHBIM (6) XPOMATUHOM IIpU HCIIOJIb30OBaHMMN HACBIIAIOMMUXCA MJIN 00 BEMHBIX
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B3alMOJICHCTBUIA.

Bo BropoM paszesie ObLIO ITOKA3aHO, YTO yBeJHMYEHUE JJINHBLI OJI0Ka aKTHB-
HOT'O XPOMATHHA MPUBOAUT K CTAOMIM3aIUN CTPYKTYPhI IIOCPEICTBOM SKPaHUPO-
BaHUsl JIOMEHOB JIPYr OT Apyra. s 9Toro ObLIO OCYIINECTBJIEHO MOJEINPOBAHIE
CTPYKTYPbI MYyJIbTUOJIOK-COIIOJINMEPA ¢ HACHIIIAIOMIMUCSA B3AMMOIeCTBUS, 1Me-
fortiero mocsegoBareabaocTh [500A-500B]4g, em. puc. 7 (a).

b1 nccieoBan oH U3 MOTUBOB PaCIpPeJIe/IeHIsI aKTUBHOIO XPOMATHHA!
BKJIIOUEHNE KOPOTKUX YIaCTKOB aKTHBHOIO XPOMATUHA B JTMHHBIH OJIOK HEAKTUB-
HOro, cM. puc. 7 (6). [Tokazano, 4To Takoit MOTUB CIIOCOOCTBYET CTAbUIN3AIIN JI0-
MEHOB, BBICTYIIas B POJIU IIOBEPXHOCTHO-aKTUBHOI'O BelecTBa. [lojiyueHHbIe KOH-

dgopmanum npuBeiensl Ha puc. 7.

(6)

Puc. 7. a) Koudopmaims peryaspHOro MyJIbTUOIOKCONOIMMEPA €  IOCIEI0BATEILHO-
croio  [500A-500B]19, crpykrypa cdopMupoBaHa  IIOCPEJCTBOM — HACBHINAIOIIUXCA — B3a-
nmogeiicrBuit.  6)  Koudopmanus — MysbTHOIOKCONONMMMEPA € [OC/IEI0BATEILHOCTHIO
500A-505-[50A-105]10-50B5-500A, crpykrypa chopMupoBaHa MOCPEICTBOM HACHIIAKOIIIXCS

B3anMOAEICTBUIA.

Pesysibrarel Tperbeil riaBbl omyb/IMKoBaHbI B paborax [2]—[4].

B 3akirogenuu rojsejieH utor npojiesantioit paborsl. ChopmMympoBaHbl
OCHOBHBIE BBIBOJIbI, KOTOPBIE COOTBETCTBYIOT MOJIOYKEHISAM, BLIHOCUMBIM Ha, 3aII1-
TYy.
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