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B kaduecTBe MEUHUMAJIBHON MOJEIN OPTaHU3AIME XPOMOCOM OBILIa IIPEJIOZKEHA MOJEIb CKOMKAHHOIO ITOJIN-
Mepa, JOIOJHUTEIHLHO CBEPHYTOrO B CiIydaiiHble neTnn. Kak mmeTyin BiIusoT Ha IPOCTPAHCTBEHHBIE DACCTOSHUS
B TakoM nosmmepe? B naHHOI paGore MBI MCC/IeyeM CTATHCTHKY BHYTPHIENOYEYHBIX paccrosHuit R(s) Ha
pa3HbIX MaciTabax KOHTYPHOM JUIMHBL § B aHCaMOJIe IOJIMMEPHBIX KOHMUIYpALHii ¢ BMOPOXKEHHBIM OeCIIopsi i-
KoM 1eresib. Mbl onmcbiBaeM 3 deKT meTesb, aHAJIUTUIECKN Pelllasl MOJIeJb CKOMKAHHOM MTOJIMMEPHOIl 1emnu,
KOTOpasl JI0JIroe BpeMs IIpe/jlarajach Kak HyJleBas MOJEIb OPraHM3aIlMU XpoMarTuHa. Kak MBI IOKa3bIBaeM,
[enoYKa KOMIIAKTH3YeTCsl IPK J00ABJIEHUN IeTeslb U UMeeT XapaKTepHYIo BuauHy Ha R(s) Ha macmirabe miim-
HBI B HECKOJIBKO Pa3MepoB neresib A. KommuecrsenHo cpasHuBast R(s) ¢ nosejennem GyHKIUU BEPOSITHOCTA
KoHTaKTa P.(s), BBIuncieHHOM Hamu paHee |1, 2|, MBI JIONOJIHUTEIBHO JEMOHCTPUPY€EM HapyIlleHNe U3BECTHOIO
IpUOJIMXKEHNST CPETHETO MO MEXKIy AByMsi Hab/omaeMbiMu BeananHamu. llociaenauit pe3ynbrar siBiseTcs
SAPKUM OTParKeHHEeM HErayCCOBOCTHU IOJUMEPHOTO aHCaMOJIsl, BRI3BAHHBIM OECIIOPSIKOM IeTeb. B coBoKymHO-
CTH HAIIIU TeopeTHUYeCKUe BbIBOJbI MPOKJIAJIbIBAIOT IIYTh K KOJIWMYECTBEHHOMY aHaJIN3y IapaMeTPOB XPOMOCOM
C MEeTJISIMU U3 JAHHBIX MUKPOCKOIINH 1 ViV0 U IPEJIOCTEPETralOT UCCAeS0BaTeIeil OT UCIOIb30BAHMUS Ay CCOBBIX

METOJIOB aHAJIN3a yCPETHEHHBIX 110 TIOIYJISIAA SKCIIEPUMEHTAIbHBIX JaHHbix (Hanpumep, Hi-C).
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Beenenmne. ITomumepsr xpomocomuoit JTHK opra-
HU30BAHBI B II€TJIA, KOTOPbIE BBIIIOJHSAKT KAK CTPYK-
TYPHYIO, TaK U DE€HHYIO PEeryJUpsSTOPHYI POJIb BHYT-
pu kierounoro supa [3, 4]. CopayuBanue B Xpoma-
THHOBbBIE TIeT/In ObecrednBaeT 3pHEKTUBHOE YILIOTHE-
HUE XPOMOCOM 4ejioBeKa JjmHoi 10 cM BHyTpH siapa
MUKPOHHOTO paszmepa. OHAKO KOJIMIECTBEHHBIE OIECH-
KH 9TOT0 YIJIOTHEHUS B TETJIA OTCYTCTBYIOT.

DKCTpY3us METEb ¢ TOMOIIBI0 KOT€3NHOBOTO MOTO-
pa, KakK MOJIATalOT, [IPEICTABJISIET CODON BemLyIuil Me-
XaHU3M, OTBETCTBEHHBII 33 CO3J[aHNE KOPOTKUX I1€TEJIb.
[Ipeackazannast TEOPETHIECKH HA OCHOBE ITOJIMMEDHO-
ro mozesmpoBanus Janubix Hi-C [5], skcrpymupyiomas
CHOCOOHOCTH KOT'€3WHA TI032Ke OblLiIa HE3aBUCUMO IIPOJIe-
MOHCTPUPOBAHA IIPU BU3YAJU3AIUKA OIUHOYHBIX MOJIE-
KyJl AByMs rpymiamu [6, 7], 4To 1H03BoJIsieT IPeJIIoo-
JKUTh, YTO KOT€3WH JIEHCTBUTEIHLHO MOYXKET COCTABJISITDH
OCHOBHOIl MCTOYHHMK KOPOTKHUX IIeTejlb B MHTEP(A3HBIX
xpomocomax. CBopaunBaHue B METJIH TOCPEJCTBOM aK-
TUBHOI 9KCTPY3UU HETe/Ib B HACTOSAIIEE BPeMsl TIPU3HAa-
HO OJIHUM U3 HauboJiee PyHIAMEHTAIbHBIX (DU3UIECKUX
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MEXaHU3MOB B XPOMOCOMAX, 0DJIErIalOIM UX PACILY ThI-
Banue [8-10], rennyto peryssimuio u pemaparnuio JTHK
[11-13], HeobxomuMO JIsi KOHIEHCAIME W Cerperarumn
XPOMOCOM Ipu BXOzie B MuT03 [9, 14], a Takzke MoxKeT ur-
paTh BaXKHYIO POJIb IIPK BbIxoJe 13 MuTo3a [10]. Oxnako
OTCYTCTBUE aHAJUTUYIECKON MOJIEJIN IOJIUMEPA, CBEPHY-
TOr0 B KOPOTKHE CJIyYaiHbIE METIN 0 MEXAHU3MY IKC-
TPY3UU IETEJb, OIPAHUYINBAET HAIIY CIIOCOOHOCTH WMH-
TEepIPETUPOBATH SKCIIEPUMEHTAJIbHBIE JIAHHBIE.

OjiHOM W3 OCHOBHBIX TPYJHOCTEH TEOPETHIECKOTO
OIUCAHUsT TPEXMEPHON OPraHW3aIUU XPOMOCOM SIBJIsI-
eTCsl HeuJIeaIbHasl YKJIAIKa XPOMOCOMHOTO MTOJIUMEPa C
cubHBIM 3 deKTOM “HaMaATH’ BIIOJIb 10 KOH(POPMAIIHIH.
HeiicTBuTenbHo, n Mukpockonus, u naaabsie Hi-C moka-
3BIBAIOT, UTO pa3Mephbl cerMeHToB R(s) u dyHKIus Bepo-
ATHOCTH KOHTaKTa P, (s) Ha MacmTabax s < 3 M6 BemyT
cebs ipuMepro Kak R(s) ~ s'/3 u P.(s) ~ s, coorser-
cTBeHHO. Takue 3aBUCHMOCTH PA3UTETHHO OTINYAOTCS
OT IpeJICKa3anmii Moje/ I uieanbuoi merm (R(s) ~ s/2
u P.(s) ~ s7%/2) u COOTBETCTBYIOT MOJETN CKOMKAH-
HOIt ry10Gystbl [15, 16], KoTopas onuchiBaeT KOHGUrypa-
I[[IH TOMIOJIOTUIECKH CTAOMIN3UPOBAHHBIX TOJUMepOB. B
KOHTEKCTe XPOMATHHA CKOMKAHHAs IJ100ysa ObLIa Teo-
perudecku npesnosoxkena B [17, 15]. Kak nokaspiBaror
campble nocienuue ganasle Hi-C [18, 19|, Bosmymmenue
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KOP€3WHOBBIX TIeTeNIb B KJIETKE PACIIMpseT MaciTabbl
cMsITOH T7106y1bI B P, (8) 10 GoJiee KOPOTKUX MACIITab0B
JUIMHBL, § & 50 KO, YTO IpejIoJaraer, YTo IeTIu, OIo-
CPeJIOBAHHBIE KOTe3UHOM, 0Opa3yIoTCs MOBEPX He3aller-
JieHHBIX 1ienovek [20-24]. Xorst cBopadnBaHue B IETIN
KaK TeopeThdecKasi Wjesl YKJIQJKA XPOMOCOM He HOBa
(em. [20, 21, 22, 23, 24] u, coBcem HemasHo, [25, 206]),
KaK 9TO CBOPAYMBAHUE KOJUIECTBEHHO BJIMSET HA MPO-
CTPaHCTBEHHbBIE PACCTOSIHUSI B CKOMKAHHOM IIOJIMMEDE,
JIO CHX TIOP SIBJISIJIOCH OTKPBITBIM BOIIPOCOM.

B nannoit pabore B pamMKax HEJIABHO IPEJJIOKEH-
HOI aHAJUTUYIECKON Mojiein (PPaKTaJILHOIO IIOJIUMEPA,
CBEPHYTOIO B CJIyYaiflHble TETJIN, Mbl KOJMIECTBEHHO
HCCJIeyeM BHY TPHUIENIOYEYHbIE TPOCTPAHCTBEHHBIE PAC-
CTOSIHMSI B CKOMKaHHOM IIOJIUMEPE C KOPOTKOMACHITA0-
HBIMU CIydaifHbiMu neTyigMu. Kak u B IpeIbIy X pa-
Gorax [2, 1, 26], Mbl upuHuepKUBaEMCs HOAXOJA “BMO-
POKEeHHOr0” OecIopsijiKa, T.e. pacCMaTpUBaeM aHCaMOJIb
PABHOBECHBIX IIOJIUMEPHBIX KOH(MUI'YpaIuil, KaxK1asl U3
KOTOPBIX XapaKTepu3yeTcst GUKCUPOBAHHOM MOCIEI0BA~
TEJIbHOCTBIO CJIYYAHO PaCIOJIOXKEHHBIX IeTejib. Kpo-
M€ TOTO, MBI JIEeMOHCTPHPYEM HErayCCOBOCTH, IPUCY-
IO TAKOMY aHcaMmOJIio n3-3a Oecropsiiaka meresb. 11y-
TeM CpPABHEHHUsI CPEJHUX paccToguuii R(s) B mojmmepe ¢
dbyuximeit BeposiTHOCTH KOHTaKTa P ($) B paMKax Mojie-
JIX MBI TIOJTy9aeM U3MepsieMble XapaKTEPUCTUKHI HErayc-
COBOCTH XPOMOCOM, JOCTyIHbIe B MuKpockornuu u Hi-C
9KCIIepUMeHTaX. B TeopeTuyecKoM ILIaHe HOIIEPKUBaA-
eM, uTO CBsi3b MeXIy R(s) u P.(s), BeITeKaromas u3
IPUOJIMKEHUsT CPEJTHETO TOJIsI M IIMUPOKO HUCIOJIb3yeMAast
B JuTeparype 1o (pU3MKe [TOJMMEPOB, HAPYIIAETCS U3-
3a CKJIQJIBIBAHUsI B CJIyJaiiHble HETJIH.

dpakTaJbHBIN MOJUMEP CJOXKEHHBI B CJIy-
yaiiHble 1eTIu. UTo0b! pa3aeanTb 3 eKkT ppakTasib-
HOCTHU U 3 DEKT IeTesb, HATHEM C MOe/H “OyCUHKHI Ha
HUTH THOKOU HOJIMMEDPHON menu ¢ (PPakTaJIbHONU pas-
MEpHOCTBIO d¢, T.e. CPeJIHUIl KBAIPAT pa3Mepa CErMeHTa
JUIMHBI S PaBeH

R3(s) = b2s?/s, 1)

rae b — macmrab ommoit 6ycunku (cm. puc. la). B or-
CyTCTBUU KaKUX-JINOO B3aMMOJIEHCTBUIl MexKy OycuH-
KaM#, KpOM€ TAPMOHUIECKUX COEIUHEHM BIOJIb EeTI0Y-
KU, CTATHCTUKA OCTAaeTCsS HaealbHOM mpu df = 2 [27].
Tomosiornyeckue B3auMOJIEHCTBUSI B CKOMKAHHOM TJIO-
OyJle B TpeX M3MEPEHUsIX CBOPAYUBAIOT IEIIOYKY B KOM-
HaKTHBI 00BeKT ¢ PPaKTaIbHON Pa3MepHOCTRIO df = 3
[15, 17]. B nenom, mis onucanust cy6auddy3noHHOrO
noJmMepa Joboil dbpakTanbHOi pa3zMepHOCTH df > 2
B [28] 6GbL1 IpeyIoKeH KBAIPATUYHBIA IaMUILTOHUAH,
KOTODBIt 0TOOpaXkaeT GppakTaIbHble KOH(DOPMAINN 110~
JIIMepa B TPAEKTOPUU JAPOOHOI OPOYHOBCKOM UaCTHIIHI
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(b)

Cell 2

Puc. 1. (Iernoit onnaiin) Mimocrpanus monenu. (a) —
PpakTanpHas Ielb ¢ (PPAKTAIBHON Pa3MEPHOCTBIO df.
(b) — Arcam6iib (DpaKTAIBHBIX [IETEJIb, CIOXKEHHBIX B CIIy-
yaiiHple KOH(MUIYpPaIUK IeTe/Ib CO CPeJHel JINHON A u
pa3/eIeHHBIX IPOMEXKYTKAMU cpegHeit muuubl ¢g. [letin
uKCHpOBaHbI 1T KaxKIOH I[EMOYKH U IIOKA3aHbI KPac-
HpIM. Kak IpoCcTpaHCTBEHHDbIE PACCTOSHUS MEXKIY MOHO-
MepaMi MEHSIIOTCSI B IIPUCYTCTBUU TAKHUX [ETEJb?

(fBm). Takoif moaxo/ IpeyiaraeT aHAJIUTHIECKYIO OC-
HOBY JIjIsl M3YY€HUsI PA3JIMYHBIX ACIEKTOB CTPYKTYPbI
U JIMHAMHUKZ XPOMOCOM BCJIEJICTBUE UX (DPAKTAIHHOCTH
[29, 30]. B nasbHefinem, Kak U B HAIIAX NIPEIBLLYIIHAX
paborax [2, 1], 1Isi BOBMOXKHOCTH AHAJIUTHIECKOTO UC-
CJIEJIOBAHUST MOJIEJT MBI OYJIeM UCIIOJIb30BaTh 3Ty Tayc-
COBY MO/IEJIb (PPAKTAIBHBIX IIEMOYEK, T30MOPMHYIO Tpa-
ekropusiM {Bm [28]. Xors sxcnepumeHTaIbHbIE HAGITIO-
JIEHUSI TOBOPAT B IMOJIb3y YaCTHOIO CJIydasi CKemHra
CKOMKaHHO T106ymet ¢ df = 3 [18, 31|, Ml pemaem
MOJIeJIb B ODIIEM CoIydae JJIsl IIPOU3BOJIBHOTO df.

Hanee, paccMorpuM aHcam6Jib PpaKTaJIbHBIX IEI0-
YeK, CBEPHYTBHIX B MOCJIEIOBATEILHOCTU TETeIh U MPO-
MEXKYTKOB (JIMHEHHBIX cerMeHToB), cM. puc. 1b. Ileriu B
KazKJIOH IIEI0YKe PaCIOJIOXKEHbI CIyJailHbIM 00pa3oM u
UMEIOT CIAYYaiHyIO JJINHY, B3ATYIO U3 SKCIIOHEHIHAJIDb-
HOT'O PACIPEIEJIEHUsI CO CPEJIHUM A U PAa3JeJIeHbl PO-
MeXKyTKamu cpeineil auabl g. Cjemys MOaxomay BMO-
POXKEHHOIO OecIopsijiKa, Mbl IIPEIIIOJIaraeM, YTO KarK-
Jlasg 1enb B aHcambjie HAXOIUTCS 6 MENA0BOM PA8HO-
gecuu BMECTE CO CBOUM HabOPOM IIeTejlb U [IPOMEXKYT-
koB. @paxranbHasi crarucruka (1) paccMmarpuBaeTcst
KaK HEOT'bEMJIEMOE CBOMCTBO TN, CBSI3aHHOE CO CIIe-
nudUIecKUME B3aUMOIEHCTBUSME B 11oJIuMepe (Harpu-
Mep, ¢ KPyIHOMAaCIITAOHBIMU TOIIOJOTMYECKUMU OTpa-
HUYEHUSIMH), KOTODPble He Pa3pyIIAlTCs KOPOTKOMAC-
mrabHbpIMU TieTyigMu. Ha camom peste, JjiHa, 3alerie-
HUsI CKOMKAHHON XPOMOCOMBI MOYKET U3MEHUTHCs IIPU
JI06aBJIEHUN IIeTeJIb, KAK TO HEJIABHO OBLIO IOKa3a-
Ho B [2]. Kpome Toro, npemmosnaraercs, 9ro Kaxkias
nenb B aHcambue pasbuta Ha (i) ocroB ¢ dpakTaib-
Holt pasmeprocrbio dy u (ii) mesasucumo diyKTyupy-
forue MocThl (nernn). Ilocientee mpemoioxkeHne co-
OTBETCTBYET HETOMOJIOTMIECKOMY CBS3BIBAHUIO KOI'€3U-
HOM, 4TO HOJIPOGHO 06cyKaaercs B [1].
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Bekrop R(s) Mexiy aByMms TOYKaMU, Da3zesieH-
HBIMU KOHTYDHOW JJIMHOH S, MOXKET OBbITb BLIYUCJIECH
JUIS KaXKJI0M U3 YeThIPEeX OCHOBHBIX JIMarpaMM, KOTOPbIE
KJIACCHDUIUPYIOT B3ANMHOE PACIIOJIOKeHnEe OYCHHOK Ha
[[ETI0YKE OTHOCUTEJIHHO OCHOBAHUN CJIyYaWHBIX METENTh
(cm. puc. 2). [asee BKIaJ KaxKJI0H U3 JUarPaMM B3Be-
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Puc. 2.
CPEJHErO IPOCTPAHCTBEHHOTO PACCTOSHUA MEXKy OyCHH-
kamu R(s) oT KOHTYpHOro paccrosiHus s: (a) — obe Gy-
CUHKY IpUHaJJIEKAT npoMexyTkaM; (b) — oxma Gycuuka

(Upernoit onusaitn) narpamMMbl 3aBUCHMOCTH

CHJWT B IIeTJIe, IpyTasl — B IPOMeXyTKe; (¢) — 06e 6ycnHKn
npuHaIekar ool 1erie; (d) — GyCHHKE IpUHAIIERAT
Pa3HBIM HETJISAM

HIMBAETCS COOTBETCTBYIOMIUM O0PA30M M YCPEIHACTCSI
[0 PACIIPEIETIEHUIO TIETETh U IIPOMEXKYTKOB MEKIy HU-
MH (CM. JOIOJHATEIbHbIe MaTepuasbl). Kak mokasaHo
HA PUC. 2, KAXKJYIO pean3anuo Bekropa R MokHO pas-
JIOKUTH Ha HE3ABUCUMBIE BKJIAJbl BHYTPEHHUX BEKTO-
poB. Hanpumep, mis MexneTsieBoil guarpammbl, u300-
pazkennoit Ha puc.2d, R = Ry + Ro + R3, rme Ry u
R3 OIUCHIBAIOT PACCTOSHUSA BHYTPH MOCTa 1 Ro J1e2KuT
BJI0JIb ocroBa. Takum o6paszom, Ra(s2) ciemyer craru-
cTuke GecriersieBoro ocropa (1) ¢ KOHTYPHOI JUIMHOM Sa,
a BekTopbl Ry (L1, s1) u R3(Ls, $3) cCOOTBETCTBYIOT TOU-
KaM Ha PACCTOSTHHUAX $] W S3 OT OCHOBaHWIi aByx fBm-
MOCTOB pa3mepoB L; u L3 u dpakTaabHONl pa3sMepHO-
crbio dy (cM. HUXKeE).

CBobOonHbIE TayCcCOBBI IIEMOYKHU. B KadecTBe
0600IIeHNsT MIeAILHBIX TayCCOBBIX LIl B JIAHHON pa-
60Te UCHOJIB3YIOTCH hPAKMAALHYLE TAYCCOBCKAE TIETIOY-
Ku ¢ dy > 2, Takue, YTO PACIPELEJICHIE BEKTOPa MEXK-
Jly MOHOMEDPAMH IIPU 3aJaHHON KOHTYDHOI § OCTaeTcst
raycCOBBIM

aﬁuﬂ=(§%@mepQ§§%) @)

rie jucnepcuss R3(s) — 3To cpeamumii KBajpaT pac-
crosins u3 (1). Iloeemenue (2) ompenensier gpoGHOE
6poyHoBckoe apuxkenue (fBm), mporece, npuparienus

KOTOPOTO TIPECTABJAIOT COO0 MHTErpasbl IO IIpupa-
MIEHUSIM OOBIYHOIO GPOYHOBCKOIO JBUKEHMsI, B3BEIICH-
HBIE C HEJOKAJbHBIM AJIre0pamdecKuM sIpOM MaMATH
[32]. ITockonbky fBm siBisiercst snHeHOH KOMOUHAIH-
eff rayCCOBCKUX IIPOIIECCOB, OH SIBJISETCS [ayCCOBBIM (2),
OJIHAKO CHJIBHO HEMAPKOBCKUM (KOPPEJISIUA BJOJb TPa~
eKTOpUM 3aTyXaloT ajarebpandecku MeieHno). Hemap-
KOBOCTb U CTAIIMOHAPHOCTH {BM IO3BOIAIOT MCIOIB30-
BaTh €ro JJi OIUCAHUSA IIPOU3BOJILHBIX (DPAKTAJIBHBIX
HOJIMMEPHBIX TeNeil U Jijig BEIBOAa 3D HEKTUBHOTO HEJIO-
KAJBHOTO TaMUJIGTOHMAHA TAKHX COCTOSTHWIH, KAK 3TO
caenano B 28, 30].

TayccoBbl MocCTBI. [Iji pABHOBECHOTO UJEAABHO20
rayccoBa MOCTa pasMepa L IJI0THOCTD BEPOSTHOCTH BEK-
Topa R Mex 1y AByMs y3JaMu, pa3aeaeHHbIMA KOHTYD-
HBIM paccTosguueM s (< L), onpesiensercs BblpaKeHueM

Pbridge(R | SaL) =
3/2

Y S Y G
27-‘-R%nridge(s | L) 2R12)ridge(s | L) 7
3)
rae (em. [27])
b2s(L — s)
Riage(s | 1) = 2=, ()
Ucnonb3ys 3ddeKTuBHBIE raMUWIBTOHHAH ISt

dbpaxranbHBIX rayccoBbix nenouexk [28, 30|, mocmen-
Hee ypaBHEHHE MOXKHO OOOOIMUTH I MTPOU3BOJIBHOMN
dpaxranbHO pasMepHOCTH (CM. BBIBOZ B [2]):

R%ridge(s | L) =

(RA(L) + R3(s) — RI(L — 5))°
IR (5)RA(L) ) )

R (1

rie R%(s) onpenensercs kak (1), T.e. cpejiHeKBaIpaTHH-
HOE PACCTOsTHYE JJIst CBOGOAHOIM 1enu (ppakTaaIbHO pas-
MepHOCTH df. B wacTtHOM ciydae df = 2 3TOT OOt
pe3ybTar cBoauTC K (4).

Bkuyiagbl pasiiMyHbIX AUMATPDAMM Jis [OJIUMeE-
pa ¢ nerisimu. Kaxnas muarpavwma (i) (i = a, b, ¢, d)
ompeiesisieTcss HAbopoM mapaMeTpoB {A};, Takux Kax
JUIMHA TI€TEJTh, TUIOTHOCTH TIE€TETh U T.J. Pacrpemese-
aue R onpezensercs cpeiHuM KBaJpaTOM PACCTOs-
HUS R(Qi)(s | {A}:) (em. (2)). Cpennee suauenue Jio-
6oit dynukiuu F' onpesessercs Kak CpeiHee 3HAYEHUE
F(R), napaMeTpu30BaHHOE PaJyc-BeKTOpoM R Mex-
Jly S-pa3JieJIeHHbIMU y3/1aMu nojumepa. Hac unrepecy-
10T cJeayiomue Tpu (hyHKIUU: BEPOSTHOCTh KOHTAKTA
P.(s), cpeanuit kBajipaT paccrosinus R?(s) 1 I0THOCTD
BEPOSITHOCTU Z-KOODAMHATHI p(L | §) MexKIy y3JaMu.
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Kaxkmoe n3 HUX MOKHO BBITHCIUTH COOTBETCTBYIOITAM
obpazoM, UCIOJIB3Ys ciieayiomue hyHKImn oT R

F(R) = 0(R),
Fr(R) = R2, (6)
FR|z)=6(R)s —x)

Cpennee 3nauenne dynknun F(R) st xkaxnoi ama-
rpaMMBbI IMEET BHJ,

Fo(s [ {AY) = [ FR)- P (R s (4} dR, (g

R3

rie Py (R | s,{A};) — HOpMaTbHAs TIIOTHOCTD BEPOAT-
HOCTH BeKTOpa R Mexjy mapoii MOHOMEpPOB JIsi Jua-
rpammsl (4) (M. puc. 1). ¥Ypasuenue (7) st HHTEpeCy-
1omux HAC (DYHKIUHA CIATAETC HAIPSAMYIO:

3/2
Fe = Fay(s [ {A}:) = (W) ’
Fr — Fu)(s | {A}:) = R (s | {A}),
3 322

T\ 2R, 1 (AT TP\ 2R (5 {4

(8)
Haxkonen, kaxias dyskius F(s) (BeposiTHOCTH KOH-
TaKTa, CPeJHEKBAIPATHIHOE PACCTOAHUE W ILJIOTHOCTD
BEPOATHOCTH KOODJWHATHI ') YCPETHSIETCS TI0 BCEM BO3-
MOKHBIM KOH(bUIYpanusaM mnojaumepa (6ecuopsigok me-
T€JIb) U PE3YJILTAT MOMKET OBITh BBIPAYKEH CJICILYIOIIIM
obpazom:
F(s)= > (Fu(s|{A})), (9)

i=a,b,c,d

rjie CKOOKH (...) 0603HAYAIOT YCPEeJIHEHHUE 110 BCEBO3MOXK-
HBIM 3HAYEHUSIM [apaMEeTPOB.

KpaTko moBTOpUM, KAKOI MOPSAIOK yCPEIHEHUST MbI
npeanoaraeM. Bo-IepBBIX, B PAMKAX 3aMOPOKEHHOTO
GecIIopsiKa Mbl KJIACCH(DUIMPYEM IEThIPE THIIA, B3ANM-
HOTO PACHOJIOXKeHUs1 MOHOMepoB (cM. puc. 1). Kaxnas
3aMOpOKEHHAS KOH(PUTYPAIUS MTETETh U TPOMEXKYTKOB
obecrreanBaeTCss COOTBETCTBYIONINM HAOOPOM ITapamMeT-
poB { A};, KOTODBIii B pABHOBECHH JIAET TAYCCOBO PACIIPe-
nenenue R;) (s | {A};). Ha mammnowm stamne y nac ecrn de-
THIpe PasImIHBIX F(;) (s | {A};), qeTbipe sHawenns nexo-
topoit hyrkmn F(R), ycpeHeHHbIE TI0 COOTBETCTBYIO-
memy pacnpegeseanto Laycca. Bo- Bropbix, HaM HyzK-
HO YCPEJHHUTH 9TH 3HAYEHUS 10 BCEM BO3MOXKHBIM T€-
HOMHBIM TIO3HIUSM, PA3JIEJ€HHBIM KOHTYPHOH JJIAHOM
s. HakoHeIl, MbI BBIIIOJIHSIEM YCPEIHEHUE 110 PACIIPEJIE-

IIucbma B 2KOTP Tom 118 BRm.3-4 2023

JICHHIO TIeTe/Ib U IIPOMEXKYTKOB. B pe3ysbrare aj1st KaxK-
JIoif tuarpaMMbl (i) IMeeM CJIeJIyIolIee BhIpasKeHue:

(Fay(s [ {A}) =

- / Fuols | {A}) - Wi({A}; | )d{A},  (10)
{A}:

riae Wi({A}: | ) — OKOHYATEIbHBIH CTATHCTHICCKHI BEC
auarpammel (i). Mot serancisem Wi u (F(;)) siBHO B J10-
HOJIHUTE/ILHBIX MaTepUaiax.

Cpe/lHEKBAAPATUYHbIE PACCTOSHUS MEXKLy
y3JaMu CKOMKAHHOrO IIoJIMMepa C MeTJISMU.
Ncmnonbays (10) u (8) ¢ (9), MOXKHO IOJIYIATH OKOHYA-
TEJIHYIO YCDEJHEHHYIO BEpOSITHOCTb KOHTakTa P (s),
cpeJ/lHEKBaIpaTuiHoe paccrosane R2(s) W IMJIOTHOCTDL
pacupejiesieHus p( | §) -KOOPIUHATHI BEKTOPA MEXKIY
MOHOMEpaMU, pa3JeJeHHBIMI KOHTYDHOHU JUIMHOHA S
(mOJTHBIE BBIPAYKEHUST CM. B JOIIOJHUTEIBHBIX MaTepHa-
JIax).

Pucynok 3 mnokaspiaer szaucumoctd R2(s), BBI-
YUCJIEHHBIE YHUCJIEHHO JJIs PA3JMYHON IJIOTHOCTH IIe-

d=2

— g =50 (kbp)  mmmm g=100 (kbp) e g=200(kbp) e g=300 (kbp)

d=3

g =50 (kbp) s g =100 (kbp) e g =200 (kbp) 2=300 (kbp)

--------- w/ 0 loops A 1.0

TS
708

—
<.

/

o
§“
g 0.7
5 0.6
3 0.7
< 1 -
= 10 o —
5 206l
g @05
ST 0.4
10' 10° 10° 10° 10’ 10° 10° 10°

Genomic distance, s (kbp) Genomic distance, s (kbp)

Puc. 3. (Isernoii onnaitn) CpeHekBaIpaTHIHOE PACCTOS-
nue R?(s) 0J1s CKOMKAHHOTO TIOJIMMEPA, C IETIISMI C IBYMsT
3HAYEHUSIMU (DpaKTaJIbHON pasMepHocTH df = 2,3, cpel-
et gunuOit merenb A = 100 k6O u pa3auydHON cpemHeit
JJIMHON TIpoMeKyTKOB ¢. Kaxkjias KpuBasi HOPMUPOBAHA
tak, uto R%*(s = 10) = 1. Tlomumep Ges meress sBIATCS
pocTo (bpaKTaJbHON Ienbio, R o $2/ds (myHKTEpHBIE
JepHble uHuK). Bropas kosonka: jorapudMudeckuii Ha-
kion dln R*(s)/dIns. na dy = 2 m df = 3 ropuson-
TajIbHbIE IIyHKTUPHBIE JIMHUKA COOTBETCTBYIOT KPUBBIM § U
$2/3, coorBercrBenno

tesnb. PacemarpuBatorcs e dbpakTaabHBIE PA3MEPHO-
cru: dy = 2 (mpeanbHoe cocrosinue) U dy = 3 (CKOM-
KaHHOe cocTosiHne). Kak M 0XKHUJAJI0Ch, HA YCPEHEeH-
HbIe TPOCTPAHCTBEHHBIE PACCTOSIHIS HAJIMIHE TIeTeJb He
BJIMSIET HA MAJIBIX MacITabax, a Ha OOJBININX MACIITA-
6ax OHU HECKOJIbKO KOPOdYe II0 CPABHEHUIO CO CJIyda-
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eM 0e3 meresib. Ha macmrabe s ~ A BKIaJ auarpam-
MBI PHC. 2C MUHIMAJIEH, YTO IIPUBOIUT K MAKCUMAaJIbHO-
MY IIPOBaJIy JIOrapuMUIECKOT0 HaKJIOHA. SICHO, 94TO Ha
MaJbIX § <K A 7 O0OJBMIKAX S > A MACIITA0aX TUIINIHOE
[IPOCTPAHCTBEHHOE PACCTOSTHIE OIPEIEIISIETCS THArDAM-
Moit puc. 2a, mosTomy Kpusas R2(s) B uTore BoccTaHAB-
JINBAET WCXOIHBI HAKJIOH (DPAKTAJBHON IMENOYKHn 0e3
nerens, o< 52/ .

PaccmarpuBasi KoJimdecTBEHHBIE pa3/IMdus B Opra-
HUBAIMK [EI0YeK C MeTJISMHU I[IPU Pa3/IMIHbIX (Qpak-
TAJbHBIX PA3MEPHOCTAX (CM. PHC.3), BUIHO, YTO BJIU-
dHHe IIeTesb bosee BuIpaxkeno npu dy = 2. Ilogobnoe
BJIMSIHKE IIE€TEe/Ib Ha (PPaAKTAJIBHYIO IEIOYKY PaHee Ha-
6momasocs u st Pe(s) [2]. Oanako, B ormdne oT Ha-
KJIOHOB P, (s), mosoxenne mposasia B ciaydae df = 3
CIABUHYTO OT TUIIMYHOTO pa3Mepa IeTIu A\ IIOYTH B TPU
pasa. B ciayuae mpeanpHON memm dy = 2, XapaKTepHh-
3YIOIIEMCsT OTCYTCTBUEM JIMHEHHBIX KOPPEJIATIUI MEXK Ty
y3JIaME [IOJIUMEPA BJIOJIb €I, OJIOXKEHUE MIUHIMAJIb-
HOTO HAKJIOHA OJmKe K (DAKTUIECKON [JINHE MeTJIH .
NHTYUTUBHO 9Ty pa3HUILy MOYKHO MOHSITH CJIEILYIONUM
00pa3oM: Tak KakK M3-38 OTPUILATEIbHBIX KOPPEJISAInil B
nernoyke Jis dy = 3 O0JIbIIe MeTesb 3al0JHAeT 00beM
JMaHHoi meryin, 3bdEKTUBHAS JJIMHA TETIH YBeJTUNINBA~
ercsi. VIHTEpeCcHO, 4TO IOJIOZKEHNE [TPOBaJjia B CKOMKaH-
HOM COCTOSIHUU YJIUBUTEJILHO YCTOWYNBO K M3MEHEHUSIM
IJIOTHOCTHU TIETE/Ib. DTO HAOJIIONEHIE 00er4aeT U3BJIe-
YeHHre Pa3MepoB MeTeIb U3 JAHHBIX MUKPOCKOIIIH.

HerayccoBocTh mojimMmepa, CJI02K€HHOTO B MeT-
au. Panee ObL10 BEICKA3AHO MIPEIIIOJIOKEHNE, 9TO (DyHK-
usl BEPOATHOCTU KOHTakTa P.(s) monmmepa u mpo-
cTpaHCTBeHHOe paccTosiiue R(s), BOOGIIe roBopsl, He siB-
JISTFOTCSI HE3aBUCUMBIMU M MOTYT OBITH CBSI3aHBI JPYT
¢ JpyroM B IpUOJIMKeHUU cpeanero mous [27]. Apry-
MEHT OCHOBaH Ha CPEIHEIOJIEBOM IPUOJIMKEHUN, CO-
IJIACHO KOTOPOMY BEPOSITHOCTH HAallTW KOHIIEBOW MOHO-
Mep CerMeHTa JJINHBI § B HEMOCPEJICTBEHHOM OJIM30CTH
OT IaHHOT'O MOHOMEPA OOPATHO MIPOIOPIINOHAIBHA 00b-
eMy, 3aHIMAaeMOMY CEIMEHTOM

1
P.(s ~ R73(s). 11
)~ g ~ ) (11)
Ob6patuM BHUMAHHE, 9YTO IUIOTHOCTH BEPOSITHOCTH

dpakTasbHBIX rayCcCoBBIX Ieneil (2) aBTOMATHIECKH Ja-
€T TOT Ke pe3yJIbTar JJjisl IPOU3BOJIbHOM (ppaKTaIbHOMN
pasMepHocTH df. JleficTBUTEIILHO, B IIpejieiaX Paguyca
KOHTaKkTa a < Ry BEPOATHOCTH KOHTAKTA MOXKET OBITH
almpoOKCUMUPOBaHa Kak P, ~ a3Peq(0) ~ R73, re.
KaK HOPMHMPOBOYHBIN KO3(DUIUEHT pacipeie/ieHust
l'aycca. B caydae dpakTanbaoro moiammepa ¢ dy = 3
HIpHUOIMKeHre cpeaHero moisa gaet P, ~ s~!, 1o mpu-

BOJUT K JIOFapI/I(l)I\fII/ILIeCKOIU/I pacxoguMOCTH TUIIXMYIHOI'O

qucyia cocefieil 0JHOro MoHOMepa. Ha camom feire u3-
BECTHO, UTO HACTOSIIUE CKOMKAHHBIE Neln (HAIPUMeD,
He3ay3JIeHHBbIE KOJIbIIA) HE SIBJISIFOTCSI TAYCCOBBIMEU U
UMEIOT IOKA3ATe/b BEPOATHOCTH KOHTAKTa HECKOJHKO
Goabire 1 [33].

B Moze/1 CKOMKAHHOT'O ITOJIIMEPA, C TETJISIMU MbI Ha-
YHUHAEM C I'ayCCOBBIX IIelleii, T.e. KaXKasi OTIeJIbHasl pe-
aJIM3aIns MPEJICTABIAeT cOOOM raycCcoB OCTOB C MPUCO-
€IMHEHHBIMY (DUKCUPOBAHHBIMY TayCCOBBIMA MOCTAMHU.
Kak MBI y2xe 06cy)K1au, TpUOIHNKEHNEe CPETHErO 0JIs
P. ~ R~ mpumMennmo mjst rayccoBbix rereit. OmHaKoO
COXPAHSETCS JIM 9TO COOTHOIIEHUE JIJIsSi KOHEUHBIX Pe(s)
u R?(s) moc/e ycpejHeHus 10 PACIPe/IeIeHIIO eTe b
u npoMexkyTKoB? OKa3bIBaeTCsl, CPeIHENIO/IeBasl OIEHKA
nepecraer paboTaTh MOCJE MPOIELyPhl YCPETHEHUs 110
3aMOPO2KEHHOMY OeCIOpsIKY.

Yr00BI BBIIBUTH HErayCCOBOCTb, BBI3BAHHYIO Oec-
[IOPSIIKOM IIe€TeJIb, Mbl CHa4Yaja CPaBHUM IIOBeJIeHUE
dyukuun BeposiTHOCTH KOHTaKTa P.($) ¢ npeicka3anu-
eM cpennero nojs coryacHo (11). Ha pucynke 4a s
df = 2 u puc.4b jnna dy = 3 mokasaHBI CylleCTBeH-
Hble KOJIMYECTBEHHBIE PA3/InIusl MEXKLy KpuBbiMu P.(s)
u (R?(s))~%/2 .

Anajormano mnosesenmio  bynkimuu  R%(s) (oM.
puc. 3), CTATUCTUKA KOHTAKTOB HA MAJbBIX M GOJIBIINX
MacITabax ClIenyeT GecIeTeBOMy peuMy o< s °/4f
9TO JeJIaeT TPOMEXKYTOUYHBIE MAcIITabbl S ~ A\ Hau-
6osee wmHTEpecHBIMU it aHasm3a. Cpaldy MOXKHO
OTMETUTH OTCYTCTBHE XapaKTEPHOTO MpoBaJja Ha KpU-
Boit (R?(s))™3/2 B obonx ciywasx (umeanbmom, dy = 2,
u ckoMkauuHoM, dy = 3). Kpome Toro, mmk Kpusoii
R?(s)™%/? cMmemen BIpPaBo MO CPABHEHHIO C ITHKOM
P.(s), KOTODBIii TOYHO COOTBETCTBYET TUIMYHOI JjIUHe
nmersin A. Ilociieqnee siBJisieTcst cjieCTBHEM CMEITEHUSI
HAKJIOHA MCXOJHON KprBoil R(s), KoTopoe 06cyK1a10Ch
BolIe (puc. 3).

Kpome Toro, merayccoBocTb ancamOJisi IOJAMEDPOB
C TeTJISIMU MOYKET OBbITh 3a(DUKCHUPOBAHA IIPSIMBIM BbI-
qucsieHneM wiotHoctu BepositHoctr (R), st pasmna-
HOIl KoHTYpHO# munbl § (puc.5). IlockonbKy mmpu-
HA PACIPEIEIeHNs 3aBUCUT OT S, MbI JOTOJHUTEIHHO
nopMmupyeMm x. Kak BUIHO u3 puc. 5, mocje rnepemMac-
MTabUPOBAHUS CAMUA KPUBBIE ILIOTHOCTU TPY/IHO OTJIN-
YUTH OT TayCCOBCKOTO PACIPEJIEICHUSs, XapaKTepUu3yio-
mero 6ecnetieByio nemnouky. C 9Toil 1esIbIo MBI JOIOJI-
HUTEJIHO CTPOUM JIBOIHOM JIorapudM ILIOTHOCTH: €CJIU
caydaiiHas mepemMeHnHas & ¢ HYJEBBIM CPEJIHUM HMeeT
HOPMAJIBHOE PACIIpesie/ieHe, p X eXp (—52 / (202))7 TO
JIBOWHOI JiorapudM 5TOH IJIOTHOCTH JA€T KOHCTAHTY,
Inln(p(0)/p) = 2. Kax n 0:Knnajioch, 310 B TOYHOCTH
cirydaii noamMepa 6e3 meresb (IyHKTUPHBbIE JIMHUUA HA
puc. 5), uro coorBercTByer dpaxranbroil (fBm) rayc-

TTucema B 2KOTO
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4,

—~
o
=

g =50 (kbp) g =100 (kbp)

2

2=200 (kbp) 2 =300 (kbp)

Contact probability, P_ (s)

Slope

Genomic distance, s (kbp) Genomic distance, s (kbp)

(

=
~

2= 50 (kbp) 2 =100 (kbp)

Genomic distance, s (kbp) Genomic distance, s (kbp)

d=3

2 =200 (kbp) 2 =300 (kbp)

2 =

Contact probability, P, (s)
=

10°

Slope

10° 10°
Genomic distance, s (kbp)

10°

10°
Genomic distance, s (kbp)

10° 10° 10°

Genomic distance, s (kbp)

10' 10° 10° 10° 10’

Genomic distance, s (kbp)

Puc. 4. (IpeTnoit onmaiin) Bepositnocts kontakTa Pe(s) 1o cpasuenmio ¢ (R?(s)) /2 (nmyukTupuas junms) 1uis CKOMKaHHOTO

nojimMepa ¢ IeisiMu ¢ GppaxTaibHoil pasMepHocTsio df = 2 (a) u dy = 3 (b), cpeausts gymna neresas A = 100 k611 u pasnnd-

HOM cpe;(Heﬁ I[HHHOﬁ IIPOME2KYTKOB (. qeprIe CTPEJIKU COCIUHAOT ITNKHU obenx KPUBBIX, & KpaCHbI€ CTPEJIK! YKa3bIBalOT Ha

XapakTepHble NpoBaJibl Pe(s)

cosoii rier. OHAKO 100aBIEHNE IETENIb MEHSIET 3HATE-
Hue JBOHHOrO Jiorapudma Ha Bcex macmrabax s. [Ipu-
MeYaTeNbHO, ITO UHTEPBAJ 3HAYEHUH HOPMHUPOBAHHOTO
x, nyst koropeix Inln(p(0)/p) &~ 2, pacrer ¢ pocToMm s.
JpyruMu cjioBaMu, ¢ POCTOM JIJIMHBI CEIMEHTa S OTJIH-
qme OT pacrpejiesieHns laycca Bce OOJIbIIE BBITECHSIET-
cs1 B 00J1aCTh XBOCTOB pacupeesenus. [TockoIbKy aua-
rpaMMa pHUC. 2a UI'PaeT OCHOBHYIO POJIb IPHU OOJIBIINX
3HAYEHUSAX S, BOSHUKAET COOJIA3H MPEJICTABUTH BECH I10-
JIMep B 9TOM Maciirade Kak (PpakTaJIbHYIO TayCCOBY
CBOGOHYTO TIeNb JUIMHBL Sef = S - /(A + g). Helicru-
TeJIbHO, KaK BuaHO u3 puc. 5, (R), Touno ciemyer pac-
npeJesIeHnio [aycca, ecim 3HAYEHWE X HE MPEBBINIAeT
HECKOJIbKHMX CTaHIaPTHLIX OTKJIOHEHU. JTO coryacyer-
Cd C HAIIMM AHAJU30M BBIIIE IPUOJIUKEHHUs] CPEeJIHEero
nosist Mexky P.(s) n R(s) (puc.4).

BriBoabl. B nannoit pabore Mbl TpOAHAIN3UPOBA-
JIM BJIUSIHUE [IeTeJIb B MOJEIU CKOMKAHHOTO TOJIMMepa, C
TOYKH 3peHHs CPeJIHEero Kpajparta paccrosuus R2(s) u
BEPOATHOCTU KOHTAKTA Pr.(s). D1u dyHKIMYU n011a10TCst
9KCIEPUMEHTAJBLHOMY M3MEPEHHIO, W YACTO CIUTAETCS,
YTO OHM CBA3AHBI B IPUOGIUKEHUU CPEIHEro IMOoJIs KaK
5
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P. ~ R3. X0Ts 5T0 COOTHOIIIEHIE OIIPABIAHO JIJIs FayC-
coBoii nenu (u BooGIe, s fBm-noxobHoro nosumMepa),
MBI TIOKAa3bIBAEM, UTO OECIOPSIIOK TeTesb HA MOJIMMe-
pe paspyliaeT rayccoBOCTb IOJUMEpa, a TAK¥Ke CBIA3b
MEXKJy JAByMsl HaOJIIOZAEMBIMA B MPUOJIMKEHUN CPe/I-
HETro ToJisd. B 9acTHOCTH, MOXKET TIOKA3aThCST PA3yMHBIM
IYyMaTh PO MOJMMED C METAIMEA Ha OOJIBIINX MACIITAa-
6ax Kak PO CBOOOJHYIO IOJMMEPHYIO Ielb C HEKOTO-
poit abderTuBHOI JIMHOM (KaK IIOKA3aHO HA Jrarpam-
Me puc. 2a). OZHAKO CIIeyeT ¢ OCTOPOKHOCTHIO II0JIB30-
BaTbCs TONH MHTYUIMEH [IPU MHTEPIPETAlul IKCIIePHU-
MEHTAJIbHBIX JAHHBIX [0 TOJUMEPHBIM CHCTEMAaM C IeT-
JisiMmu. XOTsI 9TO CIIPABEJJIUBO JIJIsl TUIMUIHBIX PACCTOS-
HUI ¥, CJIEJIOBATEJILHO, JaeT IPABUJIbHBIE OIEHKU JIJIsi
P(s) u R(s), IIOTHOCTb BEPOSITHOCTU BEKTOPA PACCTOSI-
HUSI CTABUTCSI TayCCOBOI TOJILKO Ha MacITabax, CHILHO
[IPEBBIINAIONIUX Pa3Mep HEeTJIH.

MbI Taxze MoKasbiBaeM, uTo Kpusas R2(s) npuros-
HA JIJIsI U3MEPEeHUsI TUIMYHON JIJINHBI IETJM A U3 IKC-
nepumenTos (FISH) mo mosnoxkeHnio MUHHMyMa ee JIO-
rapudMIIeCKOl TPOU3BOIHON. JTO 3HAYEHNE OKA3BIBA~
eTCsl yCTOWUYUBBIM K BApHAIMSIM IIJIOTHOCTH TI€TETh B
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m— 5= 100kbp mmmm §=500Kbp s s=10000 kbp
— 5 =200kbp = 5=2000kbp mm w/o0loops,s= 10000 kbp

d=2 d=3
0.4 045
0.40 0.40
e 035 > 035
|2 030 .z 030
= 025 = 025
= =
= 020 = 020
w015 = 015
a
& 010 & 010
0.05 0.05
0 1 2 3 4 5 6 0 1 2 3 4 5 6
S 20 s z,c\
HE 1.8\ £I5 18
16 T16
1T 2 3 4 5 &6 0 1 2 3 4 5 6

Normalized coordinate, x / VR?(s) /3 Normalized coordinate, x / VR?(s) /3

Puc.5. (Lpernoii onusaitn) IlnorHocts pacupemenenus
HOPMHPOBaHHOII Z-KOOpAMHATHI BeKTopa R Mexny y3ia-
MH, pa3/ieJIeHHBIMU Pa3HOU KOHTYDHOU ajmHO# s. JleBas
[IaHEeJIb COOTBETCTBYeT (DPAKTAIbHOI pasMepHOCTH df =
2, npaBag naHenab — dy = 3. JJIMHBI IIeTesIb U IPOMEXKYT-
KOB (pUKcHpoBaHbl 1 paBHLI A = g = 100 x611. Hopmuposa-
HUE€ T IIPOM3BOJUTCS 10 €r0 CPEJIHEKBAIPATUIHOMY 3HAYE-
mmo /R2(s) /3, rae R?(s) — cpenuit KBaJIpaT PacCTOSHU

MeXK/Yy S-pa3deJIEeHHbIMU Y3J/IaMU IIOJIUMEpa C NeTJIAMU

ckoMKauHOM cocrosguun (dy = 3). Kak npasuio, s
obenx nabsmonaembix, P.(s) u R%(s), adbdexr nerems
Gosee BBIpaskeH Il uueajbHOH memm (dy = 2), mo-
CKOJIbKY JIOTIOJIHUTEJIbHOE YIUIOTHEHHE 3a CYeT IeTellb
MeHee 3aMeTHO B yKe CKOMKaHHOM cocrosiunu. OJIHaKo,
HECMOTPsI Ha MEHBIIYIO aMILIATY/Ly, IIOJOXKEHHE IPOBa-
JIa, B CKOMKAHHOM COCTOSTHUY 60J1ee YCTORINBO U, CIIe/I0-
BATEJIbHO, O0JIEr9aeT MOJIyUYeHne A U3 SKCIEPUMEHTOB.

CronT OTMETUTH, YTO HAIA TEOPETHIECKAS MOJIEIb
ucnosb3yer pacupejenenue laycca st kpusoit R2(s)
TOJBKO NPU yCTAHOBJEHHUHU CBsi3U (5) MEXKJy CPeHUM
KBaJ[PATOM DACCTOsAHUs B CBOOOAHOH memu (0CTOB) u
MocToM (mersisi). Kak TOJBKO 9Ta CBsi3b yCTAHOBJIEHA,
OKOHuATeJIbHOe Bblpaykenue jijist R2(s) He 3aBUCHT OT
sABHOTO Buja pacupenesnenus R. OnHako BblYHCICHHE
BEPOSITHOCTH KOHTaKTa P.($) JOHONHUTENBHO OIHpaeT-
ca Ha coornomenue Taycca F(;)(s | {A};) oc (Ra.)(s |
{A};)73/? ana waxofi KOHKpeTHO#i KOHMDUTYpaIi
[ENOYKH CO CIIyYafHBIMU TIE€TIISIMA.

Hakonerr, mpe/icTaBjIeHHas 3/1€Ch T€OPHUS [O3BOJIAET
BBIITH 32 PAMKH CYIIECTBYIONUX aHAINTHICCKIX MO/Ie-
Jiell TIOJIMMEPOB € METJISIME, KOTOPble OrPAHMIMBAJIICH
HeTJISIMU Ha UdeaabHoll nenn ¢ bpakTaaIbHON pa3MepHO-
croio dy = 2 [26]. Kak mokasasiu HeaBHIE SKCIIEPUMEH-
rel Hi-C [18] u FISH [31] Ha kierkax 6e3 Koresuta, Xpo-
MOCOMBI 6e3 IeTeJIb IPEeJCTABISIOT COBO CKOMKAHHBIE
00BEKTHI, XapaKTepu3yIomuecs: MPaKTaAJIbHON pa3Mep-
HOCTBIO dy ~ 3. JlomycKas IPOM3BOJIBHYIO (DpaKTaIb-
HyIO pa3sMEpHOCTL dy > 2, Hallla TEOPHs IIO3BOJIAET KO-

JIMYECTBEHHO OIEHUTH COOTHOIIEHUE MEXKJTLy (hpaKTab-
HO¥ YKJIAIKO IeNy ¥ CJIy YaHBIMY TIeTJISIME, HAJIOXKEH-
HbIMU IO0BepX (pparTasia. C pacTynuM Ka4ecTBOM JIaH-
ubix FISH mbr oxkumaem, 910 HaAIA MOJIEIb IPEIJIOKUT
HAJIE’KHYIO OIEHKY IApaMeTPOB IETeh U3 MPOCTPAH-
CTBEHHBIX PACCTOSIHUI BHYTPH IIOJIMMEPA C IETJISIMU.

Mzgr1 6sarogapum Jleoruma Mupnoro, Cepress Heaae-
Ba, Mexpana Kapmapa, Xsroro Bpaunnao, Burrope Cko-
sgapu u Ceprest Besana 3a moJie3ubie 006CYXKIEHUST 110
TeMe CTATBHU.

Pabora Bbimosimena mpu mogmepkke Poccuiickoro
HayuHoro Qouaa (rpant # 21-73-00176).

Kupwun [Tosi0BHUKOB BbIpazkaeT PU3HATETbHOCTD
LPTMS (CNRS-Université Paris-Saclay) u Uucruryry
Kiopu (ITapuxk), rue 6puia npojesiana 4acTb paboThl.

1. K. Polovnikov and B. Slavov, Phys. Rev. E 107, 054135
(2023).

2. K. Polovnikov, B. Slavov, S. Belan, M. Imakaev,
H.B. Brand?ao, and L. A. Mirny, bioRxiv (2023).

3. L. Mirny and I. Solovei, Nat. Rev. Mol. Cell Biol. 22,
439 (2021).

4. E.J. Banigan and L. Mirny, Curr. Opin. Cell Biol. 64,
124 (2020).

5. G. Fudenberg, N. Abdennur, M. Imakaev,
A. Goloborodko, and L. Mirny, Harbor symposia
on quantitative biology 82, 45 (2017).

6. T. Terakawa, S. Bisht, J.M. Eeftens, C. Dekker,
C.H. Haering, and E.C. Greene, Science 358, 672
(2017).

7. M. Ganji, I. A. Shaltiel, S. Bisht, E. Kim, A. Kalichava,
C. H. Haering, and C. Dekker, Science 360, 102 (2018).

8. E. Orlandini, D. Marenduzzo, and D. Michieletto,
Proceedings of the National Academy of Sciences 116,
8149 (2019).

9. A. Goloborodko, J. F. Marko, and L. A. Mirny, Biophys.
J. 110, 2162 (2016).

10. E. Hildebrand, K. Polovnikov, B. Dekker, Y. Liu,
D. Lafontaine, A. Fox, Y. Li, S. Venev, L. Mirny, and
J. Dekker, bioRxiv (2022).

11. J. Dixon, S. Selvaraj, F. Yue, A. Kim, Y. Li, Y. Shen,
M. Hu, J. Liu, and B. Ren, Nature 485, 376 (2012).

12. C. Arnould, V. Rocher, A.-L. Finoux, T. Clouaire, K. Li,
F. Zhou, P. Caron, P. Mangeot, E. Ricci, R. Mourad,
J. Haber, D. Noordermeer, and G. Legube, Nature 590,
660 (2021).

13. A. Piazza, H. Bordelet, A. Dumont, A. Thierry,
J. Savocco, F. Girard, and R. Koszul, Nat. Cell. Biol.
23, 1176 (2021).

14. S. Brahmachari and J. Marko, Proceedings of the
National Academy of Sciences 116, 24956 (2019).

15. A. Grosberg, S. Nechaev, and E. Shakhnovich, Journal
de physique 49, 2095 (1988).

TTucema B 2K9TO

ToMm 118 BBII.3—-4 2023



IlpocrparcrBeHHbBIE PACCTOSHHS BHYTPH CKOMKAHHOI'O TIOJIAMEPA CO CJIY YaHHBIMUA IIETISMHA

211

16
17

18.

19.

20.

21.

22.

23.

24.

IIucema B 2K9TD

. L. Mirny, Chromosome Res. 19, 37 (2011).

. A. Grosberg, Y. Rabin, S. Havlin, and A. Neer,
Europhysics Letters 23, 373 (1993).

T. Hsieh, C. Cattoglio, E. Slobodyanyuk, A.S. Hansen,
X. Darzacq, and R. Tjian, BioRxiv (2021).

S. Rao, S.-C. Huang, B.-G. St Hilaire
(Collaboration), Cell 171, 305 (2017).

C. Miinkel, R. Eils, S. Dietzel, D. Zink, C. Mehring,
G. Wedemann, T. Cremer, and J. Langowski, J. Mol.
Biol. 285, 1053 (1999).

R.K. Sachs, G. Van Den Engh, B. Trask, H. Yokota,
and J. E. Hearst, Academy of Sciences 92, 2710 (1995).
M. Bohn and D. Heermann, Phys. Rev. E 76, 051805
(2007).

O. Shukron and D. Holcman, Phys. Rev. E 96, 021503
(2017).

J. Mateos-Langerak, W. Bohn, M. de Leeuw,
O. Giromus, E. Manders, P. Verschure, M. Indemans,

H. Gierman, D. Heermann, R. van Driel, and S. Goetze,
PNAS 106, 3812 (2009).

et al

ToMm 118 Bpm.3-4 2023

25

26

27.

28.

29.

30.

31.

32.

33

. S. A. Belan and D.E. Starkov, JETP Lett. 115, 763
(2022).

. S. Belan and V. Parfenyev, arXiv:2301.03856 (2023).

A.Y. Grosberg and A.R. Khokhlov, Statistical

Mechanics of Macromolecules, AIP, Woodbury, NY.

(1994), p. 350.

K. Polovnikov, S. Nechaev, and M.V. Tamm, Soft
Matter 14, 6561 (2018).

K. Polovnikov, M. Gherardi, M. Cosentino-
Lagomarsino, and M. Tamm, Phys. Rev. Lett.

120, 088101 (2018).
K. Polovnikov, S. Nechaev, and M. V. Tamm, Phys. Rev.
E 99, 032501 (2019).

B. Bintu, L. Mateo, J.-H. Su, N. Sinnott-Armstrong,
M. Parker, S. Kinrot, K. Yamaya, A. Boettiger, and
X. Zhuang, Science 362, eaaul783 (2018).

B. Mandelbrot and J. Van Ness, SIAM review 10, 422
(1968).

. A. Grosberg, Soft Matter 10, 560 (2014).

5*



