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ITopsok u Koppesinun B reHOMHBIX nocJeaoBateabHocTax JHK.

YCIHHEXMN PUZNYECKHNX HAVYK

OB30PbI AKTYAJIBHBIX ITPOBJIEM

CnexkTpajbHblii 1OAX0/1

B.B. JIoG3un, B.P. UeyeTkun

B pamkax cnekmpaivtio2o nodxoda o6cyyicoaemcs npodiema cmpyKmypHo20 aHaAu3d 2eHOMHBIX NOCAeI08a-
meavnocmeti JHK. Bzaumnas 00HO3HAUHOCMb U 83AUMHAA OONOAHUMEABHOCHTb MACUMAO08 npu npeoopasosa-
Huu Dypve deaarom mMakoi nodxo0 d0CMamouHo yHugepcaivHvim. CneKmpaibHovle XApaKmepucmuku 014
CAYUATIHBIX NOCACO08AMEALHOCMEL C MEM JHCe HYKACOMUOHBIM COCIABOM 00.1A0ArOM CEOUCIBOM CAMOYCPeOHAe-
MOCIU 045 CPABHUMEALHO KOPOMKUX nocaedosamesvrocmeil oaunoti M > 100—300. Cpasuenue ¢ xapaxmepu-
CIUKAMU 0AA CAVUATHbIX NOCACO08AMEALHOCMET onpedensem CmMamucmudecKyio 3HAUUMOCHb CIPYKINY PHbLX
0cobenHoCmeil, HAb A IAeMbLX 8 2eHOMHBIX nocaedosameavhocmax JHK. Kpome mpaouyuonHslx npuiodiceHuti
0414 8bIABACHUA CKPLIMBIX NEPUOOUUHOCINEN, CNEKMPAAbHbIE Memo0bl MONCHO 3P PHEeKMUBHO NPUMEHAMDb 014
AHAAU3A 83AUMHBIX Koppeasyuii 6 nociedosameavocmax JHK. CoemecmHnoe ucnoavb3o8amue cnekmpog 014
CMPYKIMYPHLIX PAKMOPOS U KOPPEAAYUOHHBIX (PYHKYUL NO380.19€N OYEeHUMb He MOAbKO UHMe2PAbHble KOppeAsi-
Yuu, HO U 8bLACHUMb UX UCMOYHUK. OOWYI0 KOAUYECMBEHHYIO OYEHKY 044 CIMENneHU peyAapHOCmU noCcAe008d-
MeALHOCIU MOJICHO NOAYHUMb ¢ HOMOWBIO CMPYKINYPHOL CReKmMpaavbioti sumponuu. O630p codepicum maxince
Kpamxoe 68edetue 6 npoo.aemy u Onucanue Opy2ux 0CHOBHbIX Memooos anaiusa nociedosameavHocmeil JJHK.
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1. BBexenne

BricTpeiii pocT yncna pacmm@poBaHHBIX TEHOMHBIX HOCTe-
nosatenpHocTer JIHK m yBenmuenme ObICTpOAEHCTBUS U
€MKOCTH TaMSITH COBPEMEHHBIX KOMIBLIOTEPOB, — TOXKa-
JIyid, 1Be HamboJiee XapaKTepHble YePThl HayKH KOHIA XX
Beka. Ha Mapt 1999 r. 6aHKHM JaHHBIX HACUUTHIBATH 3,3 X 10°
MOCJIeI0BATEILHOCTEH, COepkAIUX B OOIICH CII0XKHOCTU
2,4 x 10° mykneorunos. [lpeamonaraercs, 4To TeHASHIUS K
YABOCHUIO JAHHBIX IPUMEPHO KaXX/ble TOA-II0JITOpa CoXpa-
HUTCI W B Oymkaimem OyaymeMm (puc. 1). K 2003 r.
MJIAHUPYETCS 3aBEPIIICHUE PACITU(PPOBKU TOJHONW T€HOMHON
nocienoBateabHoctu JHK demoBeka, coctosiiein us
~3x10° mykneorumos. O6paboTka 3Toil OTpOMHOI
nHpopManuu TpeOyeT COBMECTHBIX YCHJIMA HE TOJIBKO
TCHETUKOB, OMOJIOTOB, OMOXMMUKOB, MEJAUKOB, HO U MaTe-
MAaTHKOB, CIEUAIUCTOB-KOMIbIoTepIuKoB. C Havana 90-x
TOJOB B 3TOT NPOLECC BKJIIOUYMINCH Takxke W (GU3UKU, U
CTAaThH MO JAHHOW TEMATHKE CTAJIM PETYJISIPHO MeYaTaThCs
Ha CTpaHHWIaxX BeAymux (u3mveckux XypHajaoB. CTOUT
OTMETHUTh, 4TO Jabopatopuu B Jloc-Anamoce u Jlusep-
MOpe, HAlpuMep, 3aHUMAIOT BEAYIIME MO3HUIUU HE TOJIBKO
B 00JlacTy (PU3MYECKUX UCCIIEOBAHUI, HO U B KOMIIBIOTED-
HOM aHaju3e nociegoateabHocTel JJTHK.

Nudopmanus, 3akitoueHHas B renomuoit JIHK, momknaa
BOCIPOM3BOJIUTHCS, PACIO3HABATHCS, CUMTHIBATHCS M CIIy-
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Puc. 1. Poct umcia pacmmdpoBaHHbIx nocienoBateiabHocteit JTHK
(3aKpalleHHbIe CTOJIONKH) U HYKJICOTUIOB B HUX.

XHUTh CBOCOOpA3HON MporpaMMoil JjIsi 3amycka CaMbIX
Pa3HOOOPA3HBIX MOJEKYJISIDHBIX MeXaHu3MoB. IlosTomy
Gyskmu paznmuuHbix yuactkoB JIHK Takxke Morytr ObITh
CYHIeCTBEHHO pasinyHbiMu. OMHA U3 CTAaHAAPTHBIX 3a7a4
KOMIBIOTEpHOTO aHanm3a mnociegoBatenbrocteir [JHK
COCTOUT B TOM, YTOOBI BBIJICJINTH BOCIPOU3BOIUMBIE CTPYK-
TypHBbIE OCOOEHHOCTH U CBSI3aTh MX C COOTBETCTBYIOIIUMU
(dyskmsaMu. MHOroo6pasue myTeil MOJIEKYJIIPHOU 3BOJIFO-
UM U PA3JINYUsl B YCIOBUSIX CYLLECTBOBAHHMSI XKUBBIX Opra-
HU3MOB MPHUBOISIT K OOJBIIOMY pa3zHOOOpasmio (HyHKIHO-
HAJIbHO-CTPYKTYPHBIX cBsizell. OTOOp W (ukcamms Takux
CBsI3eil B XOJIe¢ MOJIEKYJISIPHON IBOJIFOIMK TMO3BOJISIFOT HC-
[0JIb30BATh CUCTEMHBINH IOIXOJ, OCHOBAHHBIA HAa CpaBHU-
TeJIHLHOM aHaJIN3e MOCIECAOBATEILHOCTEN B OaHKAaX TaHHBIX.

Haunem c¢ ommcanmss 6a3 JaHHBIX, TeM OoJjiee, 4YTO
MPAKTHYECKN BCE JTaHHBIE (32 UCKJIIOUCHHEM pe3yJIbTATOB
HEKOTOPBIX UCCIIeTOBAHUIA, BHITIOJIHEHHBIX 110 3aKa3aM dap-
MalleBTUYECKUX KOPIOpaluii) cBOOOIHO AOCTYIHBI 4epe3
MEXIYHapOIHYIO 3JIEKTPOHHYIO ceTh MHTepHeT. OCHOBHBIE
aHHBbIE TI0 TeHOMHBIM nocnegoBaTenbHocTsIM JJHK cocpe-
porouensl B "GenBank" (JIoc-Anamoc, CIIHA) u 6asax
naHHbIX EBponeiickoit MoJIeKyIIpHO-On0Iornyeckoi 1ado-
paropun (EMBJI) (Teiinensbepr, 'epmanus) u EBpomneii-
ckoro uHCTHTyTa OuomHpopmatuku (pumuan EMBJI B
Kem0puxe, Anrius). B cBomHbIX 0a3ax AaHHBIX Kaxaas
nocienoBateabHocTh JIHK momemena moa cBomM KOgoM
noctyna (accession number). KpomMe cBomHBIX 0a3 JaHHBIX,
MMEETCSl CBBIIIE MSATHIECSITH CIEIUATA3UPOBAHHBIX OAHKOB
NaHHBIX. VX moapoOHOe OmMcaHue W 3JCKTPOHHBIE aapeca
MOXHO HaiTh B [1—3].

JIutepaTypa Ha PYCCKOM SI3bIKE, KOTOPYIO MOXHO HC-
MOJIb30BATh B KAUECTBE BBEICHNS B IPEIMET, CPABHUTEIIHHO
HeMHoTouucjeHHa [4 — 7] u oTBeuaeT cutyarmu 10 1990 r. U3
0OJIBIIOTO MOTOKA OTHOCHUTEJILHO HETABHUX MNyOJMKAIUN
MOXHO pekoMeHI0BaTh [§ — 15]. Tekylyro cBoAKy myOJnka-
umii, HaypHas ¢ 1992 1., mpeacTaBIISIIONIYIO MHTEpEC IJIs
(bu3HUEeCcKOil ayAUTOPHH, MOXHO HAWTH MO 3JIEKTPOHHOMY
anpecy [16].

O630p mocBsillieH, IJIaBHBIM 00pa3oM, CHEKTPaJIbHBIM
METOJIaM CTPYKTYpHOTO aHaji3a IOCJIeA0BATEeIbHOCTEH
JAHK, 4to omnpeneiseTcs KpyroM HAIUX COOCTBEHHBIX
uccinenoBanuii [17—27]. Tem He MeHee B paznaesie 2 MbI
MOCTAPAJIMCh XOTS OBl KPATKO MEPeYUCIUTh U Jpyrue
OCHOBHBIE METOJbI aHajm3a mociefoBatenbHocTeir JTHK.
OO61as cxema CIeKTPaJIbHOTO aHaJIu3a AaeTcs B pasfesne 3.
B kavecTBe mpuiioxeHUil 00IIel TEOPUH paccMaTpPHUBAECTCS
BBIJICJICHUE CKPBITHIX IEPUOINYHOCTEH (pa3ien 4) U u3yueHne
koppensnuii (paszmen S5) B mociemoBatenbHOCTsIX JTHK.
PaznooOpa3sue myTeil MOJIEKYJIIPHOW 3BOJIFOIUN IIPUBOIUT
K 3HAQYUTEJIbHBIM CTPYKTYPHBIM Pa3jIM4usSIM Jaxe B (PyHK-
nuoHasibHO Oym3kux cermeHtax JJHK y pasnuunbix opra-
HU3MOB. I WLTIOCTpAuy MBI OTOOpaJd CPABHUTEIBHO
HEMHOTO TPHUMEPOB, HO IMOUBITAIUCH BBIIEIUTH BOCIPO-
HU3BOJIUMBIE U JTO HEKOTOPO# CTENIEHN YHIUBEPCATIbHBIE CTPYK-
TYpPHBIE OCOOEHHOCTH.

IIpexnae ueM nepedTH K OCHOBHOMY H3JI0KEHHIO, TIOCTA-
paeMcsl OTBETHUTD Ha CJIEAYIOIIHE BOIPOCHI: MOYEMY HCIIOJIb-
3yeTcss UMEHHO CIIEKTPaIbHBINA MOIX0/? B 4YeM €ro JOCTOMH-
ctBa u Hemoctatku? [lockonbky mpeobpazoBanme Dypbe
MTOJTHOCTBIO OOPAaTHMO, TO C YHCTO (hOpMAabHON TOYKH
3peHus pevb UACT O B3aUMHO-OJHO3HAYHOM OTOOpaKCHUU
nH(pOpMAIMH C TIOMOIIIbIO peodpazoBanus Pyprve. Bzaum-
Hasl JIONMOJHUTEJIBHOCTh MAacCIITa00B MpH MpeoOpa30BaHUU
®ypbe TO3BOJSET MEPEKPBHITH BECh HAOOP XapaKTePHBIX
niuH. Takol MOAXOM TMO3BOJISET TaKXKe YHU(PHIUPOBATH
OTIMCaHNE XapPAKTEPUCTUK HEe TOJbKO MOCIeI0BATEILHOCTEN
CHMBOJIOB, HO U IPOCTPAHCTBEHHBIX JIMHEHHBIX LieTeil (CM.
3akirouenue). [TIoaToMy B paMKax CHEKTPaJIbHOTO MOAX0Aa
yIAeTCsl HECKOJIbKO Jajbllle MPOABHHYTHCS B H3YYCHUH
cBs3eit Mexay nocienoBaresnbHocTsiMu JJHK u ctpykTypoit
6eJKoB.

N3yyenne CTpyKTYpHBIX CBSI3€i, KaK NPaBUJIO, HEOT[e-
JIUMO OT TpoOJIeM MOJIeKYJspHO# 3Bosronuu. B [28] ObL1
pacCMOTpEH ClieHapuid OJIOYHO-UEePAPXUUECKOTO OObeIUHE-
HUSL 1 0TOOpA CTPYKTYPHBIX €AMHUIL B XOJI€ MOJIEKYISIPHON
aBostronuy. CleKTpaJIbHBIA CTPYKTYPHBIA aHAIN3 TO3BOJISIET
B 3HAYUTEJLHOW Mepe MeTaJu3upOBaTh MOJOOHBIN CIeHA-
puii.

CratucTuyeckass 3HAYMMOCTb HAaOJIFO/IaeMBbIX peryJisip-
HBIX CBSI3€H HEPENKO OKAa3bIBAECTCS HEBBICOKOW. MX mpo-
BepKa 4acTo TPeOyeT COUeTAHUs PA3IMIHBIX METOIOB (CM.
3akiroueHue). [1osToMy, HECMOTpPST Ha OTHOCHUTEJIBHYIO
YHUBEPCAJILHOCTh CHEKTPAIbHOIO TMOIXO0Aa, HAa MPAKTHKE
HeNb3s OIPAHUYUBATHLCS TOJBKO UM OJHUM, & MPUXOJUTCS
HCTOJB30BATh ropa3fo Oojiee IMIMPOKUI apceHan  CpelcTB
aHam3a (YaCTUYHO OTIMCAHHBIN B pa3jese 2).

2. I'enomuble nocienoBateasHoctn JJHK
U MX aHAJIu3

C ¢usnveckoll TOYKW 3peHMS] HAUOOJBIIUI MHTEpEC Mpe-
CTaBJISIET M3YYCHHUE B3aUMHBIX KOPPEJISIUIA, MEPUOTMIHOC-
Tell U 3 (HEKTOB COM3BMEPUMOCTH — HECOUBMEPUMOCTH B
nocienoatenbHocTsx JHK. JIns unTepnperanuun 3Tux
3¢ dekToB HEOOXOAMMO MPEACTABICHHE O MOJICKYJISPHOU
CTPYKTYpE M MOJIEKYJISIPHO-OMOJIOTMYECKHX TPOIeccax, B
kotopbIx yyactByet JJHK.

2.1. Kpatkuii MoJ1eKyJ/ISIpHO-0HOIOrH4eCKHil 0030P

Ienetnueckass nHGOpManuss O PA3BUTUU JKUBLIX OPraHU3-
MOB 3aKJIFOUYeHA B JJIMHHBIX OMOMOJIMMEPHBIX MaKpOMOJie-
KyJlaXx — HYKJIEMHOBBIX kucioTax [29—31]. CTpykTypHBIMU
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CyOBEIMHUIIAMH HYKJIEMHOBBIX KUCJIOT SIBJISIFOTCS HYKJIEO-
TH[IBI, CJIOXHBIE MOJIEKYJISIpHbIE 00pa30BaHUs, COCTOSIINE
A3 a30TCOMEPXKAIIeTO OCHOBAHUSI, IMSATUYTJIEPOTHOTO
caxapa u ¢ochatHoi rpynnel. COrjlacHO ABYM BHIAM
caxapoB pPa3IMYAlOT JIe30KCHPHUOOHYKJIEHHOBYIO KHCIIOTY
(AHK) u pubonykneunoByro kuciaoty (PHK). B cocras
JHK BXoasT OCHOBaHHUS 4YeThIpeX BHAOB: ajeHUH (A),
ryanu (G), mutosuH (C) m tumua (T). B PHK tumun
3ameHeH yparmioM (U). B HEHTO3HBIX KOJIBIIAX caxapoB
MTOJIOKEHUS YTJIEPOIOB HYMEPYIOTCS HEKOTOPBIM CTaHIapT-
HbIM 0Opasom. [Ipu 0ObeAMHEHUN B MOJIUMED MPOUCKOTUT
o0pasoBaHue KOBAJEHTHOW CBSA3M MEXAY 3'-rpynmoi
ocTaTKa caxapa OJHOTO HyKJIeoTHaa ¢ S5’'-rpymmoi#t apy-
roro. [losTtomMy Havallo HYKJIEOTHIHOHN IOCJIEAOBATEIb-
HOCTH HA3BIBAIOT TAKXKE 5’-KOHIIOM, & €€ OKOHYaHHEe —
3/-KOHIIOM. 3a UCKJIFOYEHHEM HEKOTOPBIX BUPYCOB HOCHUTE-
JIeM reHeTuyeckoid umHGOpPMalUU B OpPraHU3Max CIYKUT
nsyxnenoueunass JJHK, B koTopolt ageHuH crapeH NByMs
BOJOPOJHBIMH CBSI3SIMH C TUMHMHOM, a TYaHHH CHapeH
TpeMsi BOJIOPOJTHBIMU CBSI3SIMH C IIUTO3HHOM.

IIpu aHanm3e pas3iauyHbIe HYKJICOTHIBI 4acTO OOBEIu-
HSIFOTCSL B OMHapHble rpynnsl: nypussl R = (A, G) u nupu-
muguabel Y = (C, T wm U), a Takke TPyNIbI, pa3jinyaro-
umecst mo cuie ceszeit, W= (A, T) u S=(C,G), u no
(PU3UKO-XMMHUYECKAM CBOWCTBAM, TaK HA3BIBAEMOE KETO-
amuaHoe pazbuenue, K = (G, T)u M = (A, C).

Hsyxuenoueynast JIHK MoxeT cymiecTtBoBaTh B paBoc-
nupanbHbX A-dopme (war cnupaiu / ~ 10,8 map, nauee /
Be3le U3MEPSETCS B Mapax HYKJICOTHIOB ISl IBYXIEIOYE-
HBIX MOJIEKYJI U B YUCJIAX HYKJICOTHUIOB [JISl OJHOIEMOYeY-
HbIX MoJiekysn1) u B-popme (/~10,2—10,5), a Takxke B
neBoctupasbHoi Z-hopme (I~ 12,0), 1i1st KOTOPOit Xapak-
TEpHO 4YepedoBaHUE NMypuHOB M nupumuanHoB, RYRY...
CrannaptHoii popmoit sBisercs B-JJHK, ognako joxasib-
HbIe TMHAMUYECKHe nepexoibl B— A u B—Z npu onpenenen-
HBIX YCJIOBHSIX (B 3aBUCHMOCTH OT KOHIEHTPAIUHM COJIEH,
YPOBHS CBEPXCIHUPATU3ANUY U T.J.) MOTYT IPOUCXOJNTH U B
renomuo# JIHK.

PaznuuaroT mpokapuoOTHYECKHE KJIETKU U CTOSIIIME Ha
Ooyiee BBICOKOW CTYHNEHH OBOJIIOIMH 3JyKAPHOTUYECKHE
KJIETKUA. B oTiM4Me OT MPOKapuOT IYKAPHOTHI 00JIAIAlOT
0(pOPMIIEHHBIM KJIETOYHBIM ApOoM (mo-rpeuecku "kapuon").
Kommnakrnas ynmakoka JJHK B simpe mocturaercst ¢ momo-
IIbIO CIENUAJILHON uepapxuueckoil ykiaanku. Ha mepBom
ypoBae kommnaktm3ammu [IHK sykapmotr cobGupaercss B
HYKJIEOCOMY, B KOTOpoH 146 map oOCHOBaHWUU HAMOTAHBI
BOKPYTI' MOJIEKYJIIPHOTO KOMILJIEKCAa M3 OEIKOB-TUCTOHOB.
Mexy 3aKperieHHBIMH TakuM o0pa3oM (parMeHTaMu
umeercs coequnuTenbHas (JimakepHas) JAHK. Jimna JJHK
B HYKJEOCOME INPUHMMAET 3HA4YeHHs B Ipeaenax [=
=200 +40. 3atem HykjeocoMbl coOuparorcs B 30 HM
$ubpusuty co cTpykTypoil Tuna cojenouna. Ha onuH mar
COJICHOMJA TIPUXOAMUTCS MPUMEPHO IIeCTh HykjeocoM. Ha
TPEeThEM YPOBHE KOMITaKTU3aUuu (pubpmiuia cobupaercs B
netyii. [{JMHA TeTes b U3MEHSETCS B IIMPOKUX Mpeleiax,
[~ 2 x 10*—10°. HakoHel, HA 4eTBEPTOM ypOBHE KOMIIAK-
TU3AIMY TPOUCXOANT YKJIaIKa nereib. [Ipu kBasuperysip-
HOM yKJIaJIKe MOXHO BBIICIUTDH €IWHUIIBI, OXBATHIBAIOIIIIE
npumMmepHo 10 netensb.

Nsrubnas xecrtkocts asyxuenoueunoi JJHK xapaxre-
pusyetca qaunoi KyHa /iy, [32]. B TumnyHbIX Gusnonorunye-
CKHMX YCHOBHSX [icyy =~ 300—340. MHOrga BMeECTO Hee MHC-
MOJIB3YIOT HEPCUCTEHTHYIO [UIMHY, Ilpepe = 0,5/kyu. Kak
BuguM, mig cpegHedl mmuubsl JJHK B Hykieocome luywn

BBIIOJIHAETCS YCIOBUE lnepe < luyxn < liyn. JuinHa KyHa 114
onuonenoueyHoit JIHK mHoro mMenbiie n paBHa mpuMepHO
Icyn ~ 12—14.

VYV upokapmoT 3HaumTedbHas 4vacth JHK cBszana c
KoaupoBaHueM OeskoB. [Ipu 3TOM CHavaja Mo KOIUPYIO-
weit JHK caumaercs PHK-komus (matpuunas PHK uim
MPHK). DToT npouecc Ha3bIBaeTCs TpaHCKpUIIIIUEH. 3aTeM
o MPHK ¢ momonisro yauBepcaibHOTO TEHETHYECKOT O KO1a
OCYILIECTBIISIETCS CHHTE3 OeJIKOB. DTOT MPOIIEcC HA3BIBAETCS
TpaHcasdnueil. B mpouecce TpaHCIsIUKU TPUILIETAM HYKJIEO-
THIOB (UJI KOJIOHAM ) COIIOCTABJISIETCS OJTHA AMUHOKHCIIOTA,
a TOCJIeOBATEIbBHOCTh AMUHOKHUCIOT 00pasyeT Oeslok.
OObryHO TONBKO omHa w3 nemeid JJHK sBisiercss Oeiok-
Komupyroleid. Havano TpaHCISIMU onpeesisieTCs MHUIUH-
pyromuM kogoHoM (kax mpaBuio, ATG) u cnenuduyeckn
y3HaBaeMOW 00JIACTbIO, TPEIAIICCTBYIOMEH WHUIMUPYIO-
memy Kogony. KoHen TpaHCsinuy onpenessieTcss TePMUHM-
pyrommmu kogoHamu (TAA, TAG i TGA). TTockoJibky
nMeeTcst Bcero 20 pa3IMYHbIX aMHHOKHUCIIOT, TO TeHETHYe-
CKUi1 KOJT BBIPOXK/ICH.

TpexMepHasi CTpyKTypa O€JIKOB TakkKe HMeeT SIPKO
BBIPA)XEHHBIM Hepapxuyeckuil xapaktep (cM., Hanpumep,
[33]). C nepBU4HBIM YpOBHEM (UJIM TIEPBUYHON CTPYKTYpPOU)
OTOXECTBIISIETCS OOBIYHO CaMa MOCIIEAOBATEILHOCTh AMH-
HOKHUCIIOT. BTopmunast cTpykTypa Oeika XapaKTepu3yeT
MPOCTPAHCTBEHHOE DPACIOJIOXKEHAE ATOMOB TJIABHOW IEeNd
MOJIEKYJTbI Ha OTACIBHBIX €€ yIacTKaX, & TPETUYHON CTPYK-
TYpOIi Ha3bIBACTCS XapaKTEPHBIN JIJII JAHHOTO OeJiKa crocod
yKJIaJKu Bcel 1enu B npoctpanctse [33, 34]. OcHOBHBIMU
9JIeMEHTaMH BTOPUYHOM CTPYKTYPHI SIBIISFOTCSI o-CIIAPATIH U
MPUOJIMKEHHO IIJIOCKUE JJIEMEHTHI f-CTPYKTYpHI [32 —34]. Ha
OIMUH Iar o-COUPAIN TPUXOIUTCS mnpumepHo 3,6 +0,2
AMHHOKHUCJIOT, & Ui S-CTPYKTYP XapaKTEepPHO YepeOBaAHUE
BOJOPOJHBIX CBSI3eH. DJIEMEHThl BTOPUYHON CTPYKTYPbI
COCTOSIT, KaK MpaBmwio, u3 ~ 8 —20 aMUHOKHUCIOT U CBS3bI-
BAIOTCSI MEXJY COOOU COeAMHUTENHHBIMH (HparMeHTaMHU.
IMosHOE 4YHMCIIO AMHHOKHCIOT B OEJKOBBIX MOJEKYJIax
~ 70—-2000 (B cpemem ~ 200—300).

B renomax sykapuoT pas/M4aroT TpU KJlacca MOCJIea0-
BateipHocTeir JHK [29, 31, 35]: caremmuthnyro JHK,
COCTOSIIYIO U3 MHOTOKPATHO TOBTOPSIOIIUXCS HOBTOPOB,
YMEPEHHO MOBTOPSIOIINECS MOCIIEI0OBATEIbHOCTH, PACCEsH-
Hble IO TEHOMY, W YHUKAJbHBbIE MOCIEIOBATEILHOCTH.
CaresmutHas JIHK oTBevyaeT 3a NpaBUJIBHYIO CTPYKTYp-
HYIO OPTaHM3aIHI0 XPOMOCOM. YMEPEHHO OBTOPSIFOLINECS
MOCJIEIOBATEIbHOCTH HIPAIOT OTYACTH CTPYKTYpHYIO, a
OTYACTU PEryJSITOpHYIO pojb. HekoTopele cemeiicTBa
MOBTOPOB HACTOJILKO CHENU(PHYHBI, YTO UX MOXKHO HCIOJIb-
30BaTh B KAYECTBE "TEHETUYECKUX OTIIEYATKOB HaILLEB" [6].
Yacrts yaukanbHoii JJHK cBsi3aHa ¢ koqupoBaHueM OEJIKOB.
JJ1s MJIeKOTIMTAIOIIMX €€ JOJISI OTHOCUTEIBHO HEBEJIHKA,
~ 2-3%. Ocobennoctrto Genok-koaupyromeit JTHK syxka-
PHOT SIBJISIETCSl €€ TPEPBIBUCTBIN XapakTep: KOIUPYIOIIe
YYaCTKU (9K30HBI) MPEPBIBAIOTCS HEKOJUPYIOMUMH (MHT-
ponamu). CootserctBytomasi PHK-xonust cHavana cobu-
paercs B puboHykJieonporenHoBble wacTtuibl (PHII-
YACTHIIBI), KOTOpBIE COCTOST U3 (HpParMeHTOB JJIMHOU
~ 600 HYKJICOTHIOB, HAMOTAHHBIX Ha OEJKOBBIH KOP,
IUTIOC COeJAMHUTENbHBIE (PpparMeHThI U3 ~ 100 HyKJICOTH-
JTOB. 3aTeM MHTPOHBI BHIPE3AIOTCS, @ IK30HbBI COCTUHSIIFOTCS
B MPHK. DT0T nmpomnecc Ha3piBaeTcs criiaiciHroM. Bzanm-
noe cogepxanue JJHK B Tpex kiraccax mocienoBaTeabHOC-
Tell 1JIs1 pa3MYHBIX OPraHU3MOB MEHSIETCSI B IIHMPOKHX
npenenax, ~ 10—50 %.



60 B.B. JIOB3UH, B.P. HEUETKHNH

[VOH 2000

Ta6mma 1. XapakTepHble AJIHHBI B T€HOMHBIX IIOCIEIOBATEIBLHOCTSX
JHK (B mapax HyKJI€OTUIOB ISl IBYXLEIMOYESUHBIX MOJIEKYJI U B YACIAX
HYKJIEOTUAOB [UIS OJHOLETIOYEYHBIX MOJIEKY.I)

MexaHusm Jana, /
Crtpoenne cnmpanu JHK
UeperoBaHKE IyPUHOB U MUPUMUAMHOB B Z-hopme 2
Iar cnupanu B B-popme 10,2—-10,5
IMar coupamm B A-popme 10,8
IMar cimpamm B Z-popme 12,0
VnakoBka XpomaTHHA

Hyxieocoma 200 £ 40
Iar cniupasu B 30 EM GpubpuILIe (200 £ 40) x 6
Ietim 2 x 104—10°

CyObeInHIIA U3 TIETENb ~ 10 netenb

M3rubHble XapaKTepUCTUKU

Humna Kyna st asyxuenoueunoi JJHK 300-400

Humna Kyna nis ognonenoveunoit JJHK 12-14
CrtpykTypa 6e1KoB

Kojon (oTBeuaeT 0J1HOI aMUHOKHCIIOTE) 3

Ilar o-ciupanu (3,6£0,2) x3

UepenoBaHue BOJOPOIHBIX CBS3EH B 2JIEMEHTaX 20x3

p-CTPYKTYpBI

JIJIMHBI 3JIEMEHTOB BTOPUYHOM CTPYKTYPbI (8—20) x 3

JlnHbI 6eskoB (70—2000) x 3

TIpepbiBUCTast CTPYKTYpa OEJIOK-KOAUPYIOLIUX 00JIACTEH y 9yKapuoT

OK30HBI 50—-400
WHTpOHBI 50—5 x 10*
Vnakoska rereposinepnoit PHK B PHIT-uacTumst 600 + 100

ITonHble NIUHBI TEHOMOB

JHK-Bupycs! 5x 103—5x 10°
Baxtepun 7 x 10°—107
Pacrenus 108 —10"
Amdubun 6 x 108 —10"
T tums 7 x 108—=2 x 10°
MJleKOnUTaOIIHE (2-3) x 10°

Hunamuuecku cBsizbiBasich ¢ JJHK (vacto xoonepaTus-
HO), PEeryJIATOpPHBIE OCNIKM BJIMSIOT HA XapakTep YHAKOBKU
xpomatuna u "Brarouarot” (wim "BeikirouaroT") paznnunbie
reHsl [29 —31]. JIrHBI KOHTAKTOB opraxr ~ 5 — 100.

YacTb XapakTepHBIX JUIMH B TEHOMAaX 3yKapHoT CBs3aHa
TaKXe € APYTUMHU AUHAMHYECKUMHU IPOLECCAMHU: CalT-
cneruyeckort pekomOuHameid, kormga pparmentsr JHK
BCTPAMBAIOTCS U BBIICIUISIIOTCS U3 TEHOMA, U KPOCCHHT OBE-
pPOM, KOT/1a IPOUCXOJUT OOMEH YYaCTKOB MEX]y T'OMOJIO-
TUYHBIMH XpoMocoMaMu [29]. DTu JJIMHBI NPUHUMAIOT
3HAYEHUSl B OYCHb IIMPOKHX Mpeaeiax U TpeOyroT OTAeIb-
HOT'O PacCCMOTPEHUSI.

IMommast cBogKa XapaKTepHBIX JJIMH MPEACTABICHA B
Tabin. 1. YacTb XapakTepHBIX JIMH BeCbMa KOHCEpPBATUBHA,
a YacTb M3MEHSETCS B JOBOJIbHO IIHMPOKHUX Tpejetax.
CylIeCTBEHHO, YTO OCOOEHHOCTH MOJIEKYJIIPHOTO CTPOEHUS
JAHK, MexaHu3Mbl ee yHaKOBKH U TIPOIECCHI C €€ yYacTHEM
Tax WM HHAYe OTPAKAIOTCS] HA YPOBHE MOCIEIOBATEIbHOC-
teit HK [36, 37]. Pasnmums B crpykType m ¢usmko-
XMMHUYECKUX XapaKTEPUCTUKAX PA3HBIX OCHOBAHUU MPHUBO-
JISIT K 9HEPTeTHYECKOU M (PYHKIIMOHAJIBHOW HEIKBUBAJICHTHO-
cTy AByxuenodeuHblx mMojekysa JHK, koTopeiM oTBeyaroT
pasHble TOCIEAOBATENBLHOCTH HYKJIEOTHAOB. Te W3 HUX,
KOTOpBIE 00JIaIal0T NMPEUMYIIECTBAMH B JHEPIeTUYECKOM
u/unn  QYHKINOHAIBHOM OTHOIICHHH, B CBOIO OuYepelb

MOJIy4aroT TPEUMYIIECTBO B MPOLECCE IBOJFOLUOHHOTO
oT60opa. Hanmpumep, perynspHoe OTHOCHTENILHO IIara CIu-
pany BKJIIOYeHHE (GPAarMEHTOB M3 HECKOJBKUX aJeHUHOB
npuBoUT K u3rudy nsyxuenouyeynoit JJHK [38 —40]. Takyro
JHK O6buto OBl mpollle ynakoBbIBaTh B HykJieocomy. C
JIPYroil CTOPOHBI, MOXHO OBLIO OBl OXKHUAATH, YTO KBa3Upe-
IYJSIpHAsl yNaKoBKa B HYKJIEOCOMBI HPOSIBUTCS B BHJE
CKPBITBIX TepuoauyHOCTed B mocienoBatenbHOCTIX JJHK,
YTO AEUCTBUTEIHLHO NIMEET MECTO [26].

DyHKIMOHAJIBHBIE PA3JIMYUsl ISl Pa3HBIX CETMEHTOB
JHK npuBonsT K XapakTepHO HEOTHOPOJIHOCTU COCTABA
U CTPYKTYPHBIX XapaKTEPUCTHUK BOJIb IIOCIEI0BATEILHOCTU
JHK (nanee mbl OyaeM HasbiBaTh uXx "addekraMu cermMeH-
tanuu"). Ha mepBoM sTane 3ajada COCTOMT B pa3ieieHUU
pa3MYHBIX 3JIEMEHTOB TaKOW MO3aWM4HOU CTPYKTypbhl. Ha
CJIE/IYIOIIIEM 3Tare HeOOXOIUMO BBISICHUTD, €CTh JIU CBSI3b
MEX/y Pa3JIMYHBIMU 3JIEMEHTAMH MO3aUYHOU CTPYKTYPBI, U
€ClI €CTb, TO KAaKU€ MOJIEKYJSIpHbIE MEXaHU3MBI OTBET-
CTBEeHHBI 3a Hee. B pazmene 2.2 MBI KpaTKO OMNUIIEM
OCHOBHBIE METOIbI aHAJIN3a TTocIenoBaTenbHocTel JIHK.

2.2. MeTobl CTATHCTHYECKOT0 AHAJIN3A

reHOMHBIX mnocJieaoBateasHocTeii JIHK

IIpexne Bcero ycmoBumcs o TepmuHosorud. JmHer [ < 10
OymeM cunTaTh ManbiMy, AauHb 10 < / < 103 — mpomexy-
TOYHBIMH, 4 [UIUHBI [ > 10° — Gombmmmu. JumuHa [ ~ 10 —
3TO IIAr ABOMHOM cnupany, [ ~ 103 — cpemuuii pa3mep rena,
9Ta JJIMHA OXBATBHIBAET HECKOJBKO HYKJIEOCOM U T.I. (CM.
tab. 1). EctecTtBeHHOE noapasesicHre MaciiTaboB 3a1aeT
Tak)Xke MOJHAs [JIMHA TEHOMHOW II0CJIeTOBATEIbHOCTH.
Taxoe pa3Ouenne OymeT UCIOIB30BAHO HIDKE B pasfelie S.
Tepmunbl "mopstaok" u "ynopsamoueHHOCTE" HCIIOIB3YIOTCS
B TPAJUIUOHHOM Ui (PU3MKH CMBICJIEC: OHH OTPaXaroT
HaJIMYUE CTATUCTUYECKU 3HAYMMBIX KOPPEJSIIMN Ha JaHHBIX
paccrosHusXx. B aTom cmbicie "ganbHuit nopsgok" oxsa-
TBIBAET W KPYMHOMACIITAOHBIE BapHalUl NJIOTHOCTH, U
He3aTyXarollxe MePHOINYECKUAe OCIIVILISIIN, U TaHJIEMHOE
MOBTOPEHHE JJIMHHOMU CIIy4YallHOH 110CJIE0BATEILHOCTH.

IIpocreiimuit moaxon K CTAaTUCTHUYECKOMY AaHAJIM3Y
nociegoBatenabHocTelr JIHK coctouT B mojcuere uwmcen
MIOSIBJICHUS] UJIM YACTOT PA3JIMYHBIX KOMOMHAINIA HYKJICOTH-
108, {Ni...N;}, N € (A,C,G, T), npn pa3bueHnsx mocue-
JoBaTeIbHOCTH Ha (parmMeHThl JumHBL [ [5—9, 41-45] (B
Teopun wuHbOpMAIMM Takue KOMOMHAIIMM HAa3bIBAIOTCS
l-rpammamu [46]). TTpu J10kaIbHOM aHAIM3€ YACTOTHI MOJ-
CUMTBHIBAIOTCSI B OKHE IIMPHHON W, mepemeliaeMoM BIOJb
MOCJIEIOBATEILHOCTH, M 00pabaThIBAIOTCS C TOMOIIBIO
cratuctTuueckux Tabmui. [TOCKOJIBKY YHCIO pa3IMIHBIX
[-TpaMM U3 YeThIpeX HKJIEOTHIO0B paBHO 4/ u sxcroneHu-
QJIbHO PaCTEeT C JIMHOHN /, TO B NMPUIIOKECHUSX OOBIYHO [/
HeBeHKo, [ < 6 (4% = 4096).

Ecnmm umcna mosiBIeHHWs KOMOWHANWMIA HYKJICOTHIIOB
JUTHHBI [ pa3geuTh Ha TOJIHOE YUCIo (hparMeHToB pazOue-
HUS (151 TOCJIEAOBATEIBHOCTU JJIMHOU M 3TO YUCIIO PaBHO
M —1+1), TO TakuM 4YacTOTaM MOJXHO TPHUJAThb CMBICI
BepositHocTeid P(N;...N;) u mnpoaHamu3supoBaTb UX B
paMkax ¢dopmanu3dMa MapkoBckux Iened [5—7, 47-150],
WCIIOJIB3YS M3BECTHYIO (POpMYITy TeopHu BeposiTHOCTEH [51]:

PIN;...N)

P(N;...N;1|Ny) = PNy N

(2.1)
rae P(N;...N,_1|N;) — yciaoBHasi BepOSTHOCTh TOTO, YTO
noce HykieotunoB Ny ... Ny cneayer Nj, a P(N; ... N)) u
P(N;...N;_;) — BepositHocTn KoMOuuammii Nj...N; u
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N ...N;_; coorBeTcTBeHHO. Ecim cyiiecTByeT Takoe Yucio
r, uto upu [ — 1 = r BeposaTHOCTH (2.1) He 3aBUCHT OT F, TO
MO’HO TOBOPUTH O MaPKOBCKOM IIENH MOPSIIIKA T

B pamkax Tteopum wuHpopmaruu [46] BEpOSITHOCTSIM

P(Nl cee N/) MOJHO COTIOCTaBUTh SHTPOIHIO MOpsiaKa /
Hy=~ Y P(Ni...N)log, P(N;...N)), (2.2)
{N}..N}

rIe CYMMHPOBAHHE BBITIOJHSETCS MO BCEM [-TpaMMam,
YACJbHYIO SHTPOTIHIO

H,
G = 7’ (2.3)
n H36LITO‘IHOCTL
H,

Benmmunna R; XxapakTepu3yeT OTKJIOHEHHS OT MOJHOCTBIO
CIy4alHBIX IMOCJIEIOBATEIbHOCTEN C PaBHOBEPOSTHOU
BCTPEYAEMOCTBIO BCEX HYKJICOTHJIOB. PacueTaM 3THX BesH-
YHH MOCBSIICHBI pa060THI [5, 52— 57].

Kak MapkoBckuil mOAXOH, Tak M paccMOTpeHHe Ha
OCHOBE Teopuu MHPOpMANUU TPeOYIOT BBINOJIHEHUS YCJIO-
Bus M — [+ 1> 4/ u HedBHO TpemNONATarOT CTATHUCTHYE-
CKYIO OJTHOPOAHOCTH BJOJIb MOCJIE0BATEILHOCTH. B TO *Xe
BpEMsI B PEAJIbHBIX TEHOMHBIX TOCJIEIOBATEILHOCTSX YETKO
BUIHE! SQ(EKTH cerMenTanuu yxe ais M > 102 —103, uro
OTpaHUYUBaeT OOJACTh HPUMEHUMOCTH 3THUX IOIXOIO0B
CPaBHUTEJILHO MaJIbIMU [ (CM. TaK)Ke KpUTUYECKUI pa3bop B
[54, 56]). TToaToMy naHHBIE METOJBI aHAJIU3a BBISBIISIFOT
KOPPEJISIUY JINIIb HA MAJIbIX PACCTOSIHUSX.

Koppensinuu Ha TpOMeXyTOYHBIX PACCTOSIHASX MOXHO
MPOAHAIU3UPOBATH C IOMOIILIO0 KOPPEISAIIMOHHBIX (DYyHKIIUI
[17,18, 23, 58, 59] wim pyHK1ME B3auMHOMi nHGOp™Manuu [60,
61]. DT QyHKIUU BBOIATCS Jajiee B paszjese 3, MO3ITOMY
3/1eCh MBI He Oy/IeM Ha HUX OCTAHABJIMBATHCS.

[Ipu u3yvyeHNn KPYMHOMACIITAOHBIX BapUAIHIA TUIOTHO-
CTH HamOoJIee MONYJISIPHBIM SIBJIICTCSI OMHAPHOE pa30ueHue
Ha nypusbl R = (A, G) u mupumuauastl Y = (C, T). TTocne
3TOro ucxoaHas nocienosatenbHocth JJHK pazouBaercs Ha
CeTMEHTHI JJIMHOW [ W BBIYHCISECTCS CPEIHEKBAAPATUIHOE
OTKJIOHEHHE MEX]y YHCIAMHU IYPHHOB W MUPHMHIAHOB
([Nr(l) = Ny(1)]?)/? B 3aBucumoctn ot [ [62-71]. Ecim
CONOCTABUThL IYypPUHAM 4UCIO +1, a NUPUMHIMHAM —
YUCIIO — 1, TO TAKyIO MOJIEJIb MOXKHO OTOOPA3UTh HAa MOJIENb
ciydaiiHbIx OJryxxmanuid. B [62] Obluta BhICKazaHa TUIOTE3a O
(pakTaJIbHOM XapakTepe MOMOOHBIX CIIydyalHBIX OJIyK[1a-
nuit. B atom ciyuae ([Nr(/) — Ny(/)*)!/? o< I* ¢ HekoTo-
pPBIM TOCTOSIHHBIM TOKa3zaTejaeM o, oTiamyHbM oT 0,5. B
HACTOSIIIIEEe BPpeMSsI 3Ta THIIOTE3a OTBEPrHYTA MOJABIISIFOIINM
OOJIBIIIMHCTBOM HCCJIEIOBATENIEH, TOCKOJIbKY OBLIO MOKa-
3aHO, 4TO o Takxe 3aBUCUT OT / [19, 63 —-65]. CymecTBeHHO,
YTO 0o CHUIBHO MEHSIETCS IPH Pa30UeHNN UCXOTHON TTOCIe0-
BaTEJILHOCTH HAa HECKOJILKO KPYITHBIX CETMEHTOB M BBIYHCIIC-
HAW o JUISL OTIEJbHBIX CerMeHTOB [65, 69]. B [66] ObuiO
MOKA3aHO, YTO B 3K30H-UHTPOHHBIX MOCIEI0BATEIbHOCTSIX
3¢pdexTUBHOE 3HAYCHUE o CIA00 3aBHCUT OT CIIyYalHBIX
MEPECTAHOBOK MHTPOHOB. [103TOMY nake OTKJIOHEHHE o OT
0,5 ocTaBisieT OTKPBITBIM BOMPOC O XapaKTepe TaJbHIX
koppensinuii. B [64—66] ObU10 TpenioxkeHo OoObsSCHEHNE B
paMKax KpynHOMAaclITaOHOW MO3aM4yHOW CTPYKTYphbl C
OTCYTCTBUEM KOPPEJSIIUNA MEXIy dJIEMEHTAaMU MO3auku. B
[20, 27] ObLIO, OJHAKO, TOKA3aHO, YTO HETPHUBHAJILHAS
CTPYKTYpHAS CBSI3b MEXIY 3JEMEHTAMHU BCE-TAKHM CYIIIECT-

ByeT (cM. Takxke paszen 5). KpynHomacmraOHyro cermMeHTa-
muro B mocienoBateiabHocTsAX JHK MoxHO m3ydats, uc-
MOJIb3Ysl TEXHUKY C IBIKYIIIUMUCS OKHAMH [5] UM BEWBIICT-
Hoe mpeoOpasoBanue [72—76].

Oxpacka xpomocomuoii JIHK xpacurensimu, qyBCcTBU-
teabHbIME K S = (G,C) mm W = (A, T), obHapyxuBaeT
KpYyIIHOMACIITaOHble BapHallud COCTaBa Ha PACCTOSHUSIX
L~ 10°—10° [29, 77]. B [78] nna ommcaHmsi HOmOOHBIX
3¢ dekToB ObLIA TpeIIOKEHA MOACTH CKPBITBIX CIIyYaifHBIX
OnyxaaHuil. B Takoit Moenu cHavasia BBIOUpaeTCs CiIydaii-
Has BeJMYMHA W, KOTOpas MeHseTCs B Ipeaesiax
1/3<w<2/3. Ilyctb B HAYaJbHBIA MOMEHT BPEMEHH
CIy4yailHO BBIOpAaHO HEKOTOPOE HayaJbHOE 3HAUCHHE W).
Hasnee ¢ BEpOSITHOCTBIO 1/2 paccMaTpUBAIOTCS CllydaifHble
U3MeHeHusT wy Ha wo— Aw mma wy + Aw. Ha rpanumax
3HAYCHHE W OCTaeTCsl IOCTOSHHBIM. [lociemoBaTesbHbIC
CiIyyailHble M3MEHEHUs W) ONPEACsIOT 3HAa4YeHHE W, Ha
mare /, KOTOpoe, B CBOIO OUYepedb, OMPEAEISeT BEPOST-
HOCTB P(W),) CIIy4ailHOT O 3aI0JIHEHHUS Y3714 11 HYKJICOTHIOM
W. Oyukims P(w) U HHKPEMEHT Aw MOATOHSIFOTCS B COOT-
BETCTBHHM ¢ HaOJrogaeMbIMU NaHHBIMH. Ecim HawanbHOe
3HAYGHHE W) JIGKHT B HMHTepBajie 1/2 < wy<2/3, To B
Teyenne mpumepHo L ~ [(wo — 1/2)/Aw]® maros Gymer
COXPAHSTHCS MOBBIIICHHAS BEPOSITHOCTD 3AMOJTHEHHSI Y3JIOB
nykseorunamu W. Tlpu nepexoze B o6actb 1/3 < wy < 1/2
CHTyalusi W3MEHHTCS Ha IPOTHBONOJOXHYI. JlaHHas
MOJIeITb 3a7aeT CpeHAe Pa3Mepbl 00J1acTeil C MOBBIICHHBIM
conepxkanmeM W mwm S, (L) ~ [(1/3 — 1/2)/Aw]?, oaunako
BapualUy IJIOTHOCTU BHYTPU PA3JIMYHBIX 00JIACTEH ¢ pa3Me-
pamu ~ L 0Ka3bIBAIOTCS HEKOPPEIUPOBAHHBIMH. [leTampHOe
HCCIIeIOBAHUE TAKMX KOPPEJISAIUil OKa He TPOBOIUAIIOCE.

Kax BuanM, n3ydeHrue KOppesIsuii Ha pa3HBIX MacIlTa-
6ax OCYIIIECTBIISICTCS] COBEPILCHHO PA3JIMYHBIMU METOIAMH.
[TosToMy BO3HHKaeT BOMPOC O pa3paboTKe HEKOTOPOM
eIMHOW TeXHHKHU aHajM3a Ha Bcex Maciitabax. B ciemyro-
X pa3fesax MBI HOKaXeM, YTO TaKOTO poja MPOorpaMmy
MOXHO PeaJIi30BaTh B paMKaxX CIIEKTPAILHOTO TIOIX0/A.

3. CnexkTpa/ibHblil aHAIM3
nocaeaoBaresbHocTeil /IHK

CrekTpajbHBle METOABI aHAIHW3A IOCIETOBATEIHLHOCTEH
JHK TpanunyoHHO MPUMEHSIFOTCS ISl BBISIBJICHHS CKPBI-
TBIX IepuoAnyHOCTel [21, 26, 79 —85], nis usyueHus koppe-
JISIANA MEX/1Y pa3JIMYHBIMU TTOCJIeOBATEIbHOCTIMH [23, 27,
86—89] m mis mccnemoBaHus DadbHUX Koppemsmwmii [19, 27,
60, 90]. OGm1ee BBeIeHNE B 3TH METOABI MOXXHO HAiTH B [91].
Ncnonp3oBanne npeobpasoBannus Pypbe MO3BOJISECT MOITY-
YUTh CTATUCTHYECKUE KPUTEPUH, KOTOPBIE 00JIaJal0T CBOI-
CTBOM CAMOYCPEIHSIEMOCTH YK€ ISl CPABHUTEIILHO KOPOT-
KHUX nocnenoBatenbHocTedt aimunout M > 100—200. Kaxk pas
HAYMHAS C 3TUX JJIMH ¥ TIPOUCXOTUT CETMEHTAIMS B TEHOM-
HbIX nocaenoBateapHocTaXx JJHK (cm. Tabm. 1). [Toatomy B
paMKax Takoll TEXHUKM MOXHO U3y4aTh KaK OTJEJIbHBIC
3JIEMEHTBl MO3aMYHOU CTPYKTYPBI, TaK M CBSI3b MEXIY
HuMu. CTpaTerusi COCTOUT B TOM, 4TOOBI CPaBHHMBATH Ha-
OroaeMble XapaKTEPUCTUKU ISl peajibHBIX MOCIEAOBA-
TEJIBLHOCTEH ¢ XapaKTEePUCTUKAMHU IIJISI CIIYUYaHHBIX TTOCIIEN0-
BATEJIBHOCTEH C TEM e cocTaBOM HykJieoTunoB. [Tociennee
BaXXHO JIJTs BIJIesIeHUS 9(p(PEeKTOB CerMeHTAIUM, a TAKKE JIS
oTaesieHUust 3(p(HeKTOB BapHaluy HYKJIEOTUIHOTO COCTaBa,
CBSI3AHHBIX C 9BOJIIOIMEH U PA3IUYUEM B YCIOBHSX (DYHKIIHO-
HUPOBAHMUS )KUBBIX Oprann3MoB. Kak OyneT moxazaHo HUXe,
Ha 3TOM IIyTH YJAeTCSl MOJIYYUTh JOCTATOYHO YIOOHBIE U
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YHUBEpCAJIbHbIE KPUTEPUH CTPYKTYPHOUM PEryJsipHOCTH, HE
3aBHCSAIINE OT COCTABA, YTO MO3BOJISET CPABHUBATDL CTPYK-
TypHBIE XapakTepucTuku mociengoBateiapHocTeir JJHK c
pa3HBIM COCTaBOM HYKJeOoTHAOB. [lanee B 3ToM pasjerne
W3JIararoTCsl, B OCHOBHOM, Pe3yJIbTaThl padoT [17, 18].

3.1. O6mas Teopusi
Pacemorpum mocnenoBatenbaocts JJHK mmunaoit M. Ee
MOHO 33JaTh C TIOMOIIbIO (PYHKITUH MTOJIOKEHUS:

|1, ecnm HykyneoTund TUNA o 3aHUMAET CAUT 1,
Prm,o 0 B Opyrom ciyvae,

rae a € (A,C,G,T), m=1,...,M. ®ypbe-rapMoHUKH,
COOTBETCTBYIOIIME HYKJICOTHIAM THIA 0, ONPEICISIOTCS
COIJIaCHO

(3.1)

M
pm(qil) = M71/2 me,m exp(—iq”m) )

m=1

2nn

ﬁ’ n:0,17...,M—1, (32)

qn =
a oOpaTHOe npeoOpa3oBaHUE UMEET BUJT

M—1
P =M 2" p (qu)expligum), m=1,....M.
n=0

(3.3)

HyneBasi ¢pypbe-rapMOHUKA HE COJCPKUT HHPOPMAIUU O
pacupeneeH HYKJEOTHAOB M OIPEASISIeTCs JUIIb MX
OOIIM YUCIIOM N,:

pa(0) =

Hwmxe ocHOBHBIE XAPAKTCPUCTUKHU BBIPAXKAKOTCA C IIOMO-
IIBIO 2JIECMEHTOB MAaTPUYHOTO CTPYKTYPHOT O (baKTopa

Foup(qn) = pzx(qﬂ)p;;(q”) (3.5

(3mech u gajiee 3Be30YKA O3HAYAET KOMILJIEKCHOE COTIPSIKe-
mne). C momormpio cooTHomreHuss Bunepa — XuHumHA 3J1e-
MEHTaM CTPYKTypHOro dakropa F,s(g,) MOXKHO IOCTaBUTh
B COOTBETCTBHUE MAPHbBIE KOPPEJIALUOHHBIC (PYHKIUU

M—-1
Km[f(mo) = Mﬁl Z FG’/f(ql’l) eXp(_iq”mO) )
n=0

my=0,... . M—1. (3.6)

Hcnonb3ys onpenenenus (3.2) u (3.3), X MOXHO TpejcTa-
BUTH TAKXKE B BU[IC

M
Ky/f(mo) =M! Zp;,u p]$1+,111"/; s (37)
m=1
rae
c Pm, o eC.]_II/Il<]/}/[<M7 .
pm,a_ meM,a’ et M+1<m<2M—1. ( . )

BermectBeHHOCTH QyHKIUH p,,, , HPUBOJUT K YCIIOBUIO

Py(dn) = p,(2m — qn) (3.9)

s Gypbe-TapMOHHK, YTO, B CBOIO Ovepeilb, HAKJIAIbIBACT
CJICAYIOIIUE YCIOBHSI CHMMETPHU HA 3JIEMEHTBI CTPYKTYP-
HOTo (pakTOpa U KOppeJSIUOHHbIe (YHKIIUN:

Féxlf(qn) = Fﬁa(zn — ),

Kap(mo) = Kgu (M — mo). (3.10)

IIpu oo = f ycnosus (3.10) MO3BOJISIFOT OT pPAHUYUTHCS TOJIBKO
JIeBbIMU TToJTycriekTpamu, | <n < N, 1 < my < N,

8]

1€ KBaAPaTHBIC CKOOKH 0003HAYAIOT OEJIYIO 4aCThb Yuciia.

HOCKOJII)Ky Kaxaas IIO3uIusa B IIOCJIEAOBATCIBHOCTHU
3aIllOJIHACTCA TOJIBKO OJHUM HYKJICOTUAOM, TO cCHOpaBeI-
JINBBI paBCHCTBA

D Pma=1,
=
Zpa(qn) =0

o

(3.11)

(3.12)

(n#0). (3.13)

DTH OrpaHUYCHUS BBIPAXAIOT 3PPEKTHI UCKIHOUYCHHOT O
00beMa U IPUBOJISIT K HETPUBUAJIBHBIM KOPPEJISIMAM JTaKe
JUTSL CJIYYaWHBIX mociiefoBatesbHocTel. Kak cienyer w3
(3.13), nyst OMHAPHBIX TOCJIEIOBATEILHOCTEH BBIMOJIHSICTCS
paBeHCTBO Fi1(q,) = Fx(qn)-

BakxHbiM cBOICTBOM TeOpHH SIBJISIETCS] HAJIUINE Pa3Iny-
HBIX TOYHBIX MPaBUJI CyMM. [IpuBeieM Te U3 HUX, KOTOPBIE
HaM MMOHAA00ATCS B TaJIbHEHIIIEM:

SN, — NNy /M

M—1
Flﬂ = (M_ 1)71 ZFocﬁ(Qn) = , (3.14)
n=1

M—1
- RS N,Nj — 8.5Np
Ky =(M~1) ZKxﬁ(mo):m7 (3.15)

my=1

<

—1

[K“/;(mO) - Kxﬁ] [I(y(i (Wlo) — IZ}(S} =

my
M-1

=MD [Fuplgn) —

n=1

Fop) [Fs(an) — Fs) (3.16)

rze 0,5 — cumBos Kponekepa. Kak Buano us (3.14) u (3.15),
IUTS TIOCJIEOBATEIbHOCTEH ¢ (PUKCHPOBAHHBIM COCTABOM
HYKJICOTUIOB CPEIHHE XapaKTepucTuku F,p u K,3 okasbl-
BaIOTCSl OJTMHAKOBBIMH.

B cmiy B3auMHOW OJHO3HAYHOCTH NPEeOOpa3oBaHUS
Dypbe Kaxaas CTPyKTYpHasi 0COOEHHOCTh UCXOJHOM TocIIe-
nosatenbHocTH JIHK HaxonuT cBoe oTpakeHne B ClieKTpax
JUISL CTPYKTYPHBIX (PAKTOPOB M KOPPEISITHMOHHBIX (DYHKIIHIA.
Tak, meprHoAMYHOCTH IMOPOXKIAIOT HEPUOINIECKHE BAPHAIIHN
B K(m) U cepud SKBUANCTAHTHBIX NUKOB It F(g,) (cM.
pazzgen 4). B xadecTBe Apyroro ciyvasi pacCCMOTPUM IIPO-
CTEeUIINA TpUMep CeTMEHTAIINH, KOT1a aJeHUHbI 3aHUMAIOT
cailTel OT 1 10 L, a ocTaJIbHbIE HYKJIEOTHABI PACIIOTIOKEHBI 33
aToit obstactero. Torga nosryuaeMm

sin®(g,L/2)

Msin®(q,/2)’ (317)

FAA(qn) -

YTO aeT XapaKTePHBI pOCT B 0OJACTH MaJIbIX BOJTHOBBIX
uucest ¢, < 1/L. J{7s1 KOppessiuoHHbIX QYHKIHN € o = § U
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KOHEYHBIM Pa/InycoOM KOppessiuil r; IMeeM

AK(mg) = K(my) — K o exp (_ @) T exp <_L

r

4TO JacT

M)} €08 gn — exp(=1/re) (3.19)

AF(q,) x [1 — exp (—— cosh(1/r¢) — cos gy

re

CooTseTcTByoMIMe MoaycnekTpol 11 M = 100 npuBeaeHbI
Ha puc. 2 1is cay4asi Koppessinuit. B ciaydae antukoppesns-
it 3Hak AK u AF ciielyeT U3MEHUTDh Ha MPOTUBOTIOJIOXK-
HBIE.

B o0Opa3oBaHuM Te€HOMOB BaXXHYIO pOJIb UTPAOT HE
TOJIBKO MPSIMbIE AYIUIMKALUKN GParMeHTOB, HO TaKXKe yIJIi-
Kallud MHBEPTUPOBAHHBIX M KOMIUIEMEHTAPHBIX (hparmMen-
TOB [4, 41]. Ecnu ¢ypbe-rapMOHUKY J1JTSI UCXOAHOM TOCIIEI0-
BATEJIBLHOCTH UMEIOT BUI (3.2), TO [JI1 MHBEPTUPOBAHHOMN
TOCJIEI0BATEILHOCTH HAJI0 TIOMEHSITh HAYaJIO ¥ KOHEIl, YTO
MPUBOIUT K COOTHOIIEHHUEO [21]

po: (qn) = exp(—ign) p, (27 — qn) , (3.20)

rae pl(g.) — Obypbe-rapMOHMKM [UISl MHBEPTHPOBAHHOI
MOCJIEIOBATEILHOCTH. Ecim mocieqoBaTeIbHOCTh COCTa-
BJICHA W3 HPSMOrO M MHBEPTHPOBAHHOTO ()PArMEHTOB, TO
OHAa MHBAapHaHTHA OTHOCHUTEJIbHO uHBepcuu. Torma (3.20)
HEMEJUICHHO NIPUBOJUT K ycaoBuio p,(m) = 0. Komiuemen-
TapHas MOCJICIOBATEIIBHOCTD IIOJYYAETCS M3 MCXOMHOM C
nomoibio waBepcuu u 3ameH A — T, G « C. [Toatomy
JUISL TIOCJIEIOBATEIbHOCTH, COCTABJICHHON W3 MPSMOIO U

AF

AK

| | | |

0 10 20 30 40 50
mo

Puc. 2. OTKJIOHEHU S aMILUTATY Qyphe-TapMOHHUK AF U KOPPEJISIIHOHHBIX
(yakuuit AK OT CpeHUX 3HAYCHUHN TIPH PA3JIUYHBIX pagrycax Koppess-
LUH.

KOMIIJIEMECHTApPHOT O (l)pal"MeHTOB, BBITIOJIHAKOTCA pa-
BCHCTBA.

Faa(gn) = Fr1(qn),  Foclqn) = Foa(gn) -

Takum 006pa3zom, CHeKTpaJibHBIA aHAJN3 IMO3BOJISET, B
MPUHINIIE, BBIIEIUTH BCE CTPYKTYPHbIE OCOOCHHOCTH aHAJIM-
3upyemoit nocienoBatenbuoctu JHK.

(3.21)

3.2. CraTucTHYeCKHE XapaKTePHCTHKH
JUISl CJIy4aiHbIX MOCJ/Ie0BaTe/IbHOCTeIl
B peaipHBIX TeHOMHBIX nociemoBatenbHocTsIX JIHK Bee
peryJisipHble 4epThI MPOSBIISIOTCS Ha CHJIBHOM CIy4YaiHOM
(hoHe, 00yCIIOBIECHHOM TOYEYHBIMH MYyTAIUSIMH (3TO OCHOB-
HOW WCTOYHHK CIy4aiHbpIX Mommbukanuit [4, 29]), BcTaB-
KaMHu, JTeJIeIISIMU, TPAHCIOKAIMSIMY U T.11. [ToaTomy craTu-
CTHYECKasi 3HAYMMOCTH HaOJIFOTAeMBIX PETYJISIPHBIX 0COOCH-
HOCTeH JOJIXKHA OLIEHUBATHCSI OTHOCUTENILHO COOTBETCTBYIO-
LIUX XapaKTePUCTHK [JIs CIyYalHBIX MOCIEA0BATEIbHOCTEN
JHK ¢ Tem xe HyKJI€OTUTHBIM COCTABOM.

CraTuctuyeckoe pacrpesesieHne s Gpypbe-rapMOHUK
MOXXHO HAWTH, YCPEIHSSI XapaKTEePHCTUYECKYIO (DYHKITUIO
(cm., Hanpumep, [S1, 92])

M—-1
Z =exp [i > ; tt2(qn) pa(qn)}

o

(3.22)

[0 aHCAMOJTO CITYYaiHBIX pean3anuil MoCcIeI0BaTEIbHOC-
Tell ¢ HUKCUPOBAHHBIMH TOJHBIMU YHCJIAMH HYKJICOTHIOB
{N,}. Ha BcoMorarejbHbIe TEPEMEHHBIE Uy(q,) YAOOGHO
HAJIOKUTD yCJIOBUE, aHaiorn4uoe (3.9):

u;(‘[n) = (2T — qy) . (3.23)

Pasznmunble mpousBeeHus (ypbe-rapMOHUK MOJIYYAIOTCS
nyteM auddepeHnupoBanus Z Mo BCIOMOTATEIbHBIM Iepe-
MEHHBIM U, (g,) ¥ TOCICAYIOUMM IPUPABHUBAHUEM Uy (qy)
HYJIFO, HATIPUMED,

0z

P,(Gn) =

iaua(Qn) (3'24)

u, =0

u 1.4. Ucionb3ys onpenenenns (3.1) u (3.2), nepenuiem Z B
BHJIE

M
Z= H H(l +pm,azm,1)>

o m=l1

M—1
S = exp I ) expl-igm)] ~1. (329

n=1

(3.25)

B pesynbTate nmpobsieMa CBOJUTCS K YCPEIHEHHIO pa3jIny-
HBIX IPOM3BENCHUN p,, .

VYcpeanenne MpOU3BOIUTCS C HOMOILBIO POCTBIX KOM-
OMHATOPHBIX COOOPAXKEHHH, M Pe3yJIbTAT HMEET CJIE YOI
BUJI

na nc nG nr

<H pmkl,A H pmkz,C H pl‘}’lk3,G H pn1k4‘T> =

k=1 ka=1 k3=1 kq=1
M—np—nc—ng—nt

Na—np, Nc—nc, Ng—ng, Nt—n
— A—nA, Nc—nc, Ng—ngG, N1 T7 (327)

M
CNA~NC:NGsNT

|
cm m:
nA,NC, NG, NT

T i nel gl
A-NCNnGg:-nt:

na +nc+ng+nr=m, 0=1. (3.28)



64 B.B. JIOB3MH, B.P. HEUETKWH [V®H 2000
3/1ech yriioBble CKOOKM 0003HAYAOT YCPEIHEHHUE 10 aHCAM- B YACTHOCTH, ISl o 7# f3

6J110 CITy4YallHbIX peann3aluii, Bce MHACKCHI {Mmy, }, . .., {my, } NN
MPEIIOIATAIOTCS PA3JIMYHBIMY B CHITY 3()(EKTOB HCKITFOUCH- (k(Fo Fpp; M = 1)) = (kop) alVp (3.37)

HOro o0beMa, 1, — TOJIHOE YUCIO (PYHKIHI MOJIOKEHHUS,
OTBEYAIOIIMX HYKJICOTHIAM THIA o, a N, — TOJIHOE YKCIIO
HYKJICOTHJOB THUIA o B TOCJIEIOBATEILHOCTH IJIMHOU M.
IMpaBas yactsb (3.27) paBHA OTHOIICHUIO ABYX KOMOUHATOP-
HBIX dTIaKTOpOBZ C /{‘,i Ne,Nou Nt MOJIHOE YHCJIO PA3JIMYHBIX
CIIyYafiHBIX peau3alluid,

M—np—nc—ng—nt
Na—na, Nc—nc, Ng—ng, Nt—nt

— TOJIHOE YHCJIO peasin3aluii IpH YCIOBUH, UTO /14 TTOZUITII
3aHATHI HYKJICOTHIAMU A, U aHAJIOTHYHO IS 7ic, NG U 1T (3TO
TIO3UIIMH, KOTOPBIE BXOISAT B JIEBYIO 4acTh (3.27)).

ITpsiMoe BbIYMCIICHUE HUBIIMX CPETHUX C ¢, 7 0 maer

(Pulgn)) =0, (3.29)

17/17 Qn+4n’:2ﬂ77
) Gn + Gn’ 7&2757

rae F,p onpenensercs cootHoienueM (3.14). PaBeHcTBO
(3.30) oTpaxaeT BaXHOE KBa3MIPTOJMYECKOE CBOMICTBO:
YCpEeIHEHUE 10 aHCAMOJIIO aCHUMIITOTHYECKH SKBUBAJICHTHO
ycpenHeHHI0 1O  cmekTpy. B mpemene M > 1,
Na > 1,...,Nt > 1 cyderom (3.23) B r;1aBHOM MOPSJIKE 110
M~'/2 MO)HO HCHONB30BATH CIIEYIONIEe MPHUOIMKEHHOE
BeIpaskenue st (Z) [17, 18]:

ZzFﬁ“x dn uﬁ(qﬂ):|7

o, f n=1

(Pu(an)psgnr)) = {0 (3.30)

2) Nexp[ (3.31)

rae N 3anmaercs BoipaxenueM (3.11). C momomsto (3.31)
MOJKHO TIOJYYUTh DS TMOJIE3HBIX KOHKPETHBIX KPUTEPUEB
PETyJISIPHOCTH.

B3aumubie  koppeasmu.  Koppensnuu — 1moJIOXKEHUH
PAa3JIMYHBIX HYKJCOTHIOB XapakTepusyroTcs ko3ddunueH-
TOM B3aUMHOU Koppessitmu [S1, 92]:

k(Faﬁ|Fy5; M-1)=
oc/f ‘In) Fg/j} [F*(qn) _ F;;]
2:: (M—1) ( Fu)o(Fs) (3.32)
o (Fapi M z Faan) = P [0 — B3]
(3.33)

Eciu k cTpeMuTCs K €IMHHIE, TO TOJIOKEHUS HYKJICOTHIOB
MTOJTHOCTBIO KOPPEJIMPOBAHEI, €CIIH ke k &= 0, TO KOPPEJISIIIH
OTCYTCTBYFOT. AHAJIOTMYHbIC BEJIMYMHBI MOXXHO BBECTH H
JUTSE KOppesuOoHHbIX (pyHKIWMiA (3.7), OTHAKO TOYHOE Ipa-
BUJIO cymM (3.16) maet

o(Fup; M —1
o(Kups M — 1) = olfoys M- 1) /Ml/z ) : (3.34)
k(Kyp|Kyo; M — 1) = k(Fop|Fys; M —1). (3.35)

Hcnonb3ysi acHMIOTOTHYECKYIO SKBHUBAJICHTHOCTH yCpeIHe-
HHI TI0 aHCAMOJTIO U TIO CIIEKTPY, JJIS1 CIIyYaiHBIX MTOCIIE0-
BATEJILHOCTEH MOJIy4aeM

1)>:%,

(k(Fop|Fys; M —
' (FoFypFy Fss)'?

(3.36)

T (M- N,)(M—Ng)

Vpasuenue (3.37) umMeeT MpOCTON (PU3UUYECKHI CMBICII.
Kosdpduument xoppensiumn (k(F,,|Fgp; M — 1)) pasen
BEPOSATHOCTU OJTHOBPEMEHHO HAWTH HYKJICOTHUIbI TUIA o B
MO3UIMAX, CBOOOIHBIX OT HYKJICOTHIOB TUIIA 3, © HA0OOPOT.
Kax BuguM, 3¢ (ekThl UCKIIIOYCHHOTO 00beMa IMPUBOIAT K
HEHYJIEBBIM KOPPEJISIUAM MEXIY Pa3JInYHbIMH HYKJICOTH-
JIaMU JTae B CIyYalHBIX TOcJieAoBaTeIbHOCTSIX. [Jis cpe-
HEKBAAPATUYHBIX OTKJIOHCHUH OT CPEIHEr0 3HAYCHHUS KOI(]-
(urmeHTa KOPPEJISIIIMA MOKHO BOCIIOJIb30BAThCS CTAHIAPT-
HOU oreHKoH [93]:

1

([N(Fo| gy M= 1)]7) = ((Akyp)?) = v (3.38)

Mpbl HE MPUBOIMM 3I€Ch HMOMPABOYHBIX BKjIagoB B (3.38),
CBSI3aHHBIX C KOHEYHOCTBIO CPETHUX KOI(PPUITUEHTOB KOppe-
sgsinquu [23]. CyliecTBEHHO, YTO 3TH MOINPABKH OTpPHUIA-
TeJIbHBI, MO3TOMY (3.38) MOXKET JIMIIb YCHJIUTh OLEHKY IS
CTATHCTHYECKON 3HAYMMOCTH HOPMHUPOBAHHOTO OTKJIOHE-
must, [k(Fou|Fygs M — 1) — (kup)] /[2((Akop)*)] /2, kOTOpPOE
JUTSL CIYYaWHBIX TOCJIEIOBATEILHOCTEH HMEET rayccoBO
pacrpenesieHue.

Pacnpenesienne aMmnmty 1 rapmMonuk. C y4eToM TOTr0, YTO
XapakTepucTuieckasi (pyHKIUsS ¥ MHOroMepHas (QyHKIus
pacripesiesieHis1 BEpOSITHOCTEH CBSI3aHbI MEXIy cOoOOM mpe-
obpazoBanueMm Dypre [S1, 92], u3 (3.31) MOXHO TOJIYIATH
pacrpezieJicHue BEPOSITHOCTEH ISl aMIUIATYT TAPMOHUK B
CIIyYalHBIX CHEKTpax (MM COOTBETCTBYIOT IUArOHAJIbHBIC
3JIeMEHTBhI CTPYKTypHOTO (akTopa (3.5)). BeposiTHOCTB
TOTO0, YTO AMIUIUTY/1a KAKOU-TO BLIOPAHHOM 1-i TApDMOHUKHU
HAXOJUTCS B MHTEpBase MeXAY Fyy(qn) 1 Fuy(qn) + dFyy(qn)
paBHa

P(Fw(%)) dFoax(qn) = exp(_f;z, o::x) dﬁz,oax ) (339)
- _ Fm(qn)
.fn,cux - T . (340)

Pacnpenenenne (3.39) orBeuaer pacupenenenuto Pases [51],
KOTOPOE B CIEKTPAJIbHOM aHAJIM3E UTPAET CTOJIb )K€ YHUBEP-
CaJIbHYIO pOJIb, KaK W pacmpenaesienne ['aycca anisi Bele-
CTBEHHBIX MIEPEMEHHBIX.

M3 (3.39) Haxomum, 4YTO BEPOSITHOCTH IIPEBBIIICHUS
HEKOTOPOTO BLIOpAaHHOTO 3HAUeHHs F,, IMeeT BUJI

P{Fu(qn) > Fu} :JF p(F))dF) —exp( ?) (3.41)

ool

2TO O3HAYaeT TakXe, 4YTO CpE€aAHEC YHUCJIO TapMOHHUK B
TOJIYCIICKTPE C aMIJINTYJaMHU, IPEBBIITAOIITUMU ch, PaBHO

(31ech yYTEHO, YTO TOJIBKO N TapMOHHK SIBJISIFOTCSI CTaTH-
crrvecku HezaBucuMbIMu coritacHo (3.10) u (3.11)). Vciosue
(ny) = 1 ompeneisieT xapakTepHOE 3HAYCHHE AMIUIHTY]
CHHTYJIIPHBIX BEIOPOCOB B CJIYIaMHBIX CHEKTPAX:

(3.42)

Fopmax = Fyy INN. (3.43)
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CTpyKTYypHasi CleKTpaJibHasi SHTPOIHSI MIOCJIe/I0BATE/IbHO-
cru. Kosddunments! B3auMHo#i koppesiun (3.32) xapakTe-
PU3YIOT JIIIb B3aUMHbBIC MMOJIOXKEHHST HYKJICOTHIOB, HO HE
CTeNeHb YIOPSIOYEHHOCTH OCIIe0BATEIbHOCTH. JlelCTBH-
TEJIGHO, JBE IOYTH COBINAJAIOIINE CIIydYaifHbIe MOCIeI0Ba-
TEJBHOCTU OBbUTM OBbI CHJIBHO KOPPEIUPOBAHHBIMHU, OCTa-
BasCh IPU 3TOM CIIyYaillHbIMU. VIHTErpasbHYIO CTCICHb
YIOPSITOYEHHOCTH TOCIIE0BATEIBHOCTH MOXKHO OLCHUTH C
MOMOMNIBIO CTPYKTYPHOM CIIEKTPAIbHOM SHTPOINH

M-1
Sa - — Z ﬁz,w lnfn,mm

n=1

(3.44)

LI fu 4y onpeneieHsl B (3.40). C yueToM TOro, 4TO {fy 50}
TIOTYMHSIOTCS TIpaBmLy cymM (3.14)

M-1

Z Jn,ax = const,

n=1

(3.45)

HETPYJIHO BHIETh, 4TO npu yciosuu (3.45) S, nocruraer
MakCcHMyMa TMpH CTPOTO PaBHOMEPHOM paclpe/esIeHun
aMIUIUTY X 1o cuekTpy. [TockoapKy I1s cilydailHbIX mocJe-
JI0BATEJbHOCTEH TapMOHUKU PACIPEEsIeHbl 10 CIEKTPY
0oJjiee paBHOMEPHO, YeM JUIsSl YIOPSIOYCHHBIX (CM. HUXKE),
TO S, TPUOIMKEHHO XapaKTepU3yeT CTENeHDb YIIOPSAOYSHHO-
CTH.

Vepennsisi S, ¢ moMoinbio (QYHKIUU paclpenesieHus
(3.39), nust cpenHeil BEJIMYMHBI CHEKTPAJIBHOW SHTPONHU B
CIIy4alHBIX OCIIEOBATEIBHOCTSIX MTOIy4aeM

<S3¢>rand0m = _(1 - C)(M_ 1) ) (346)
rae C = 0,577215... — nocrosinHas Jiinepa. Pacuer cpen-
HEKBaIPATUYHBIX OTKJIOHEHUH TpeOyeT ydyeTa MONpPaBOK Ha
KOPPEJSIUN MEXIy TapMOHMKAMH C Pa3HbIMHU ¢, W JaeT
IPUOIIKEHHO <(AS1)2>mndom ~ (0,5797..)(M —1).

IMonnas CIICKTpaJibHasl SHTPOIIUA paBHA

S:ZSO(.
o

CremneHb ynopsiI0UeHHOCTH TTOCIeJ0BATEILHOCTEN C pa3HOU
JUIMHOW yIOOHO OIHCBHIBATH B TEPMUHAX OTHOCHUTEIBHOU
SHTpOmHH ASr = (<S>random - S)/‘<S>rand0m|’ MOCKOJIBKY
JUISL peryjspHBIX OTKJIOHEHUH OT ciydalHOro pacmpe-
neneHus, (S)., qom — S X (M — 1), 3T0 OTHOIICHHE HE 3aBH-
cut oT M. [lns ciaydaWlHBIX TOCJIeA0BATEIHLHOCTEH
ASpe x (M — 1)71/2 1 MaJla TIPH JTOCTATOYHO OObImx M.
OTHOCHUTEIIbHAS HE3aBUCUMOCTE ASre] OT IJIMHBI IIOCIENOBA-
TEJIBHOCTH U HYKJICOTHAHOTO COCTaBa MO3BOJISIET HCIIOJIb30-
BaTb AS; B KauecTBE YHUBEPCAJIbLHON MEpbl CTPYKTYPHOU
PEryJISpHOCTH JISl Pa3JIMYHBIX NocienoBarenbHocTel. Kon-
KpeTHBIE PACUEThl C MCHOJb30BAHUEM 3TOW BEJIMYHUHBI
MOXHO HaTh B [19, 24].

(3.47)

3.3. IIpuMepsl ceKTPOB

JIJ1S1 TeHOMHBIX mocJieaoBareabHocTeil JJHK

B kauectBe mpumepa paccMOTPUM CHEKTPHI IS TEHOMHOU
nocienoBatebHOCTH OakTepuodara PHIX174 (xomsr
noctyma B 6a3ze nanabix EMBJI V01128 u J02482). C oxnoi
CTOPOHBI, MOJIEKYJISIPHO-OMOJIOTHYECKAsT CTPYKTypa 3TOrO
reHoMa Xopolno m3ydeHa [29, 94, 95], ¢ npyroit CTOpoOHBI,
JIaHHBI TEHOM O00JlafaeT PSAOM YHHUBEPCAJIBHBIX YepT,
KOTOpbIE OyIyT 0OCY) IaThCS B 3TOM U CJICAYIOIIEM pa3Jie-
max. 'emom PHIX174 npencraBasier cobolt omHoIEmOYeY-
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Hyro koJibrieByro JJHK nimno#t M = 5386, umeroryro coctas
Na = 1291, Nc = 1157, Ng = 1254, Nt =1684. T'enom
comepXuT 11 pa3muYHBIX TEHOB, IBA U3 KOTOPBIX SBJISIFOTCS
COCTaBHBIMH, a HEKOTOpbIE JIPYrHe T'eHbl YACTUYHO Tepe-
KpPBIBAFOTCSL.

Janee orpaHMYMMCSl TOJIBKO AMArOHAJbHBIMU 3JIEMEH-
TaMu CTpyKTypHOro @akropa (3.5). CooTBeTcTBYyrOIIHE
MOJTYCTIEKTPHI JJIsI HOPMHUPOBAHHBIX TapMoHHK (3.40) moka-
3aHBl Ha puc. 3. Bee (ypbe-CIEeKTpHI MPENCTABISIOTCS B
3aBUCUMOCTH OT HOMEPOB /1 BOJIHOBBIX YHCEI ¢, = 21tn/M
0 IPUYMHAM, KOTOPbIe OYyAyT MOsICHEHBI B pasnese 4. [1epe-
cueT B (popMasibHBIC NMEPHOJIBI MPOUZBOAUTCS IO (popMyJie
p = M/n. Ha BcTaBkax puc. 3 OTAEIbHO MOKa3aHa 00J1acThb
MaJIbIX BOJIHOBBIX YHCEJI, OTPAXAIOIIasi KPYIMTHOMACIITA0-
Hble 3G dekTor cermentanmu (cp. (3.17)), B OKpPECTHOCTH
BBICOKHX MUKOB, OTBEYAIOIIUX MEPUOIUIHOCTH p = 3, KOTO-
past sIBJISIETCSl YHUBEPCAJIBLHOM 4epTOl OesI0K-KOIUPYIOLUX
o6macreit (cM. paznen 4.3). [Tuku UMEIOT MaJible TOJIyIIIH-
puHBL ~ 1 —2 rapMOHHKY, YKa3bIBAIOIINE HA HE3ATYXATOIIIHII
XapaxkTep MEePHOINYHOCTH, a MHUKH JUIS faa U frT HEMEIOT
XapakTEePHYIO paclIeIICHHYIO CTPYKTYPY.

B panbHeiiiieM Mbl Oy/1eM HCHOJIB30BATH CJICAYFOIIMMA
pe3yiabrat, nony4yeHHsiit B [18]. IlycTh 3agaHa mociemoBa-
TEJILHOCTh LebIXx umcen k =2,3,... Ecom n/M nexut
BOsM3M 1/k, TO 4MCIIO MOIYJISILIMI B OrHOaroILell MakCuMy-
MOB 1151 cos(g,m) (rae g, = 2mn/M) npu U3MeHeHuH m Ot 1
710 M paBHO MOIYJIFO PAa3HOCTH

ns = |kn — M. (3.48)

IMepexon ot mepuona k x k + 1 mpoucxoaut mpu n, onpeme-
JISIEMOM COOTHOIIIEHHEM

(k+ln—M=M—kn. (3.49)
MoaynsoHHbIE CBEPXIEPUOABI MOKHO HAOIIOAATH TOJIb-
KO B TOM cilyyae, KOrJa BHYTPHM HHTepBaja (21[/ (k+1),
2n/ k) HAXOJISATCS XOTSI OBbI IBA PA3JIMYHBIX BOJTHOBBIX YKCIIA
¢y, YTO TIPUBOJIUAT K YCIIOBUIO

1 1 1
B k+l>M' (3.50)
B wactHOCTH, HaWBBICIIAasi TApMOHUKA € 1 = 1795 mis faa
MOPOXKAAET OJMH MOIYJISIIIMOHHBIN CBEPXIIEPHUO/], & HAUBBIC-
1IMe TApPMOHUKH ¢ n = 1797 and fgG U frT NOPOXKIAIOT AT
MOZYJISILUOHHBIX CBEPXIICPHUOIOB.

3aBucumocTH Joju rapmMoHuk N(f)/N, aMIuMTyabl
KOTOPBIX IIPEBBIIIAIOT IIOPOrOBOE 3HAYCHHE f, OT BEJIMIUHBI
3TOTO Mopora f nmpuseneHsl Ha puc. 4. Kak BumHO U3 puc. 4,
JIMIIIh HEMHOTHM 0o0JIee JTecsiTka TApMOHUK OTKJIOHSIETCS OT
9KCMOHEHIUAJILHOTO pacnpeaeseHus (3.42) ans cirydyalHbIX
T10CJIEI0BATEIbHOCTEN.

Hunst xoppensimmonubix  pynkiuit (3.6), (3.7) ymo6HO
ACIIOJIb30BATh IEPEMEHHBIE

K,y (I’}’l()) — kzzx

(MK 530

Hay (M) =

rae K,, onpenenserca popmyoii (3.15) u

{(AK.)?) _Fa .

= (3.52)

Jnst ciydaiiHbIX MOCJEIOBATEILHOCTEH MOXHO NpuOJIH-
JKEHHO CUHUTATD Xy, (M0) C PA3JIIMYHBIMHU /719 HE3aBUCUMBIMU
rayccoBBIMH repeMeHHbIMH. OOIIHiA BIT COOTBETCTBYIOIINX
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Puc. 3. [TosycnekTpsl 11 HOPMUPOBAHHBIX TUATOHAJIBHBIX 3JIEMEHTOB CTPYKTYpHOTO (akTopa (hopmyJisl (3.5) u (3.40)) 15t reHOMHOI mocyeq0oBa-

Teapnoctu PHIX174.
1 1 3
0 E 10 &
U = F
<3 . < -
=102 ¢ = 1072 g
1073 §_ 1073 §_
t 1 I c I .
0 10 20 f 0 5 f 20
1 1
10! ;— 10-1 ;_
= E =, E
~ o ~ o
~ r ~ r
E/ 10—2 E E/ 10-2 3
103 E 10-3 E
E EY I I I I
0 10 20 30 40 f 0 10 20 30 40 50 f

Puc. 4. 3aBUCUMOCTH )11 OTHOCUTEJIBHBIX YHMCEJI TAPMOHMK C aMILTUTYIOM, MPEBbILIAOICH 3aaHHy 0 BeJnuuHy f. IIITpUXOBbIE JIMHUKA OTBEYAIOT
cpenHeit 3aBucHMOCTH (3.42) TSt CITy9alHBIX MOCIEIOBATEILHOCTEH C TEM e HYKICOTUAHBIM COCTaBOM. [1yHKTUPHBIE KPUBBIE OTBEYAIOT OJHON M3

CIy4aiHbIX peaan3aruii.

MOJIYCIIEKTPOB TPHUBE/ICH HAa puc. 5 U OoJiee moApoOHO Ha
puc. 6. OcIuuIsIIMKA C NEPUOJOM p = 3 XOpPOIIO BUAHBI B
JIeBoil vyactu puc. 6. B mpaBoil wactu puc. 6 mokasaHbl
TEeKyILIHe AUCIIEpCUH, ycpeaHeHHble 1o 100 caiftam:

my+99

12
> %ia(m()):| :

I
mg=n

G= {100*1 (3.53)

rae mo = 1,101,201,..., M /2. OQucuepcun 0OHAPYKHBAFOT
XapaKTepHOE ClalaHue B 00JIAaCTU TOPSAKA CPETHUAX pa3Me-
poB reHoB, my ~ 500, ogHako A T 4eTKO BUAHBI TaKXke
KpyIHOMACIHITAOHbIC BApUAIMU, CPABHUMBIC C TIOJTHOW JIJTH-
HOU M.

OTHOCUTEJILHBIC CTPYKTYPHBIE CIIEKTPAIbHBIC SHTPOITUHI
(cMm. ompenesieHMe B KOHIE pasjesia 3.2) st TeHOMa
PHIX174 paBubt
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Puc. 5. TToycnekTpbl AJ11 HOPMUPOBAHHBIX KOPPESINMOHHBIX (yHKumii (3.51) 11t reHOMHOI ocenoBaTeasHoctn PHIX174.
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Puc. 6. HavanbHbIe y9aCTKH CIIEKTPOB, IPUBEIEHHBIX Ha pHC. 5 (cieBa). CriaskeHHbIE QUCIIEPCUH IJIsI HOPMUPOBAHHBIX KOPPESIUOHHBIX (pyHKIUHA

(3.53) (ctipasa).

ASrel‘A = 1’41 X 1071 ; ASrel.C = _1775 X 1073§
ASrel,G = 1,20 x 10_1 5 ASrel,T =225x% 10_1 5
ASrel = 1,28 X 1071 .

Tonbko 1 A, G u T OTKJIOHEHUS] OT CPEIHUX CIIyYaWHBIX
3HAYECHUI 0Ka3bIBAIOTCS CTATUCTUIECKH 3HAUNMBIMH. 3HaYe-
HUsL AS}e] CHIIBHO OTJIMYAIOTCS B Pa3JIMYHBIX reHax [19].
DTOT mpUMep MOKA3bIBAET, YTO CTPYKTYPHBIC XapaKTe-
PUCTHKM JUUTSI Pa3HBIX HYKJICOTHIOB MOTYT CHJIbHO OTJIH-
4aThCsl B TeHOMHBIX nociienoBatenbHoCcTaXx JHK. [TosaTomy
AHAJIN3 BCEer1a CIIeAyeT HAYMHATD Ha YeTBIPEXHYKIICOTUIHOM
ypoBHe. JIMIlb HA ClIeIyrOIeM 3Tale UCCIECHOBAHUS JIOIY-

5*

CTHUMBI pa3JIMYHbIC O6LCI[I/IH€HI/I$[ HYKJICOTUIOB B 6I/IHaprIe
nOoCJIE€A0BATCIIbHOCTU.

4. CkpbITble NEPUOTHIHOCTH
B IreHOMHbIX nocJiegoBateabHocTax JAHK

Beire, B paszene 1.1, yxe oTrmMeuanach BaxHas poOJib,
KOTOpYI urparoT mnosropsitomuecss ¢pparmentsl JJHK B
reHomax BbICIIMX opraHu3moB [29, 31, 35]. B ckpsiToit
(dbopme mOBTOPHI, MOAUGUIMPOBAHHBIE CIYYaHHBIMA MYyTa-
OUSIMH, BCTABKAMHU, IEJICHUSIMHA U T.J1., OKa3bIBAIOTCS TUIIHY-
HbIMHM TIpakTHyecku 11 Bcex reHoMHbIX JIHK. OtuacTtu ato
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CBSI32HO C MEPUOJUYHOCTBIO CTPYKTYPBI IBOMHON criupasii,
MPUOIIKEHHO MOBTOPSIOLICHCS! CTPYKTYPOH HYKJIEOCOM,
30-uam Gubput u 1.4. [38—-40]. Psg mepmommuaHOCTEH,
Takue Kak Mepuoj p = 3, MpUCYIIUil OeJIOK-KOAUPYIOIIHM
obmactsMm [5, 41, 45], umeeT, BO3MOXKHO, IBOJIIONMOHHOE
MPOUCXOXK/ICHNE, CB3aHHOE C TEHETHYECKUM KoJ1oM [96, 97].
Jpyrue nepuoAMYHOCTH B OEJIOK-KOJAMPYIOIIHX 00JIACTSIX
MOTYT OBITH CBSI3aHBI C PETYJSIPHOCTBIO W CEerMeHTaIuei
9JIEMEHTOB BTOPUYHOU CTPYKTYpPHI OeskoB [98, 99]. HekoTo-
pble NPUJIOXEHUSl 3TUX UACH MOXHO HauTu B [22]. Yacth
MEPUOTUIHOCTEH MOXKET OBITH O0YCIOBJICHA HAJTUYMEM
MIOBTOPSIOIINXCSl YYACTKOB KOONEPATUBHOTO CBSI3BIBAHUS
JHK c perynstopasimu Oenkamu [29]. Hakonen, oTMeTum
MEPUOMIHOCTH, CBS3aHHBIE C HBOJIFOIMOHHBIM OTOOPOM U
MOCJIEAYIOLIEH AYIUIMKALMEH OTIENIbHBIX CTPYKTYp [4, 28,
29]. B manHOM paszjaeisie Mbl ONHMIIEM OOIIYIO TEXHHUKY
BBISIBJIEHUS CKPBITBIX IEPUOAUYHOCTEN B PAMKAX CIIEKTPaJIb-
Horo nmoaxona [21, 26].

4.1. CTpyKTypHBIE€ 0COOEHHOCTH

JUISl CKPBITBIX MEePUOMYHOCTEI

B FeHOMHBIX nocJjeaoBarebHocTax JIHK

PaccmoTpuM cHauasia uieasibHBIN Cilydaid, Korjaa ¢gparMeHT
MOCJIEAOBATEILHOCTH JIIMHOM L moBTOpseTca N, pas, Tak
uro M = LN,. ®ypwe-rapMonuki (3.2) 114 Takoit mocieno-
BATEJILHOCTH MOHO IPEJICTABUTh B BUJIE

Pu(qn) =

_ pa, rcpcat(qu){l+ exp(—ian) +...+ exp[_i(Np_ l)an] }

N,/?

(4.1

L
L' Z P, €XP(—ignL) ,

m=1

P, repeat (q") =

_ 2mn

qn = 7 n=

0,1,.... M—1.
M’ s Ly )

(4.2)
Otcroga sl QUaroHaJbHBIX 3JIEMEHTOB CTPYKTYPHOTO
(axTopa (3.5) nonyyaem

Fm, repeat(qn) Sinz(anNp/z)
N, sin*(¢,L/2) '

Fulqn) = (4.3)

Kax BugHO 13 (4.3), HIOBTOPHI JUTMHOM L TOPOKIAIOT CEPUIO
n3 L —1 OSKBUAWCTAHTHBIX IIMKOB TMpu ¢, = wk/L,
k=1,...,L—1. AMeHHO mOTOMY, YTO B OOIIEM cliyyae
MEePUOJUIHOCTH CBSI3aHBI C CEPUSIMH IKBUIUCTAHTHBIX
MUKOB, TOJYCNEKTpbl Dypbe MPEICTABIAIOTCS B TEPMUHAX
HOMEPOB 7, & He (POPMATIbHBIX IEPHOIOB p = M /n.

Ha pucynke 7 cieBa moka3zaHbl HOpPMHUPOBAHHBIE TTOJTyC-
nekTpHI (cM. (3.40)) st 10> mosropos ATAAACT B renome
Drosophila virilis. CrnpaBa moka3aHbl COOTBETCTBYIOIIHE
CHEKTPBI ISl TOCJIEIOBATEILHOCTH, IOJyYCHHON TOCIe
45 % ciyualiHbIX 3aMEH C BEPOSITHOCTSMHU, IIPOTIOPIUOHAIIb-
HBIMH COICPXKAHHUIO COOTBETCTBYIOIIMX HYKJICOTHAOB B
HCXOIHOH MOCIIeT0BATEIbLHOCTH.

IMycTs Temeps B HocinemoBaTeabHOCTH U3 10? OBTOPOB
ATAAACT noBTOpHI HOCJIEIOBATEIHHO IEPEHYMEPOBAHBI U
pa3/eseHbl Ha 4yeTHbIe W HeueTHble. [lycTh nanee B yactu
YETHBIX IIOBTOPOB IIPOU3BEIeHbI Cityyaiinble 3amennl C Ha G.
Takue 3aMeHbI NPUBOIAT K XapaKTEPHOU MOIUPUKAIIUU
CHEeKTPOB s HykieoTunoB C, Korja BHYTPH CepuH M3
HCXO/IHBIX BBICOKHX JKBUIMCTAHTHBIX MMUKOB IOSIBJISIFOTCS

)

150 15
fan JaA
100 + 10
50 5
0 100 200 300 400 0 100 200 300 400
n n
150 8
fcc Jec
100
4
50
FrARTRALAY
0 100 200 300 400 0 100 200 300 400
n n
1
Jrr _ 5
200 | Jrr
10
100 5
L
0 100 200 300 400 0 100 200 300 400

n

n

Puc. 7. IToaycnekTpbl [JIs HOPMUPOBAHHBIX AMIUIMTY TAPMOHHK IS
nociegoBaTesbHocTd n3 10? moropoB ATAAACT (cneBa). To ke moce
~45% cay4yallHbIX 3aME€H C BEPOSITHOCTSIMH, MPOIOPIUOHAIBHBIMH
BCTPEUAEMOCTH HYKJICOTHIOB B MCXOJHOI MOCIEIOBATEILHOCTH (CIIpa-
Ba).

3KBUIMCTAHTHBIC CEPUHU C MEHbIIEeH BbicoTO# (puc. 8). Mx
MOYHO TaKXe MPUOIMIKEHHO pACCMATPUBATDH KaK YaCTHYHOE
obpaszoBanne  ABOHHBIX  KomiuiekcoB  ATAAACTA-
TAAAGT wim vactuyHoe ynaBoeHue mnepuopa. Ilpomece
MOHO TPOJIOJIKUTh U JIAJIbIIIE, T.e. Pa3/ICJIUTh yIBOCHHBIC
(bparMeHTbI U3 14 HYKJIEOTU/IOB HA YETHBIC M HEUETHBIC U JJISI
YACTHU YABOCHHBIX Y€THBIX ()PArMEHTOB MPOU3BECTH CIIyvaii-
wele 3ameHbl C Ha G, m 1.4, Takue 3aMeHBI TTOPOXKIAIOT
XapaKTepHYK HEPAPXUUYECKYHO CHUCTEMY OSKBUIMCTAHTHBIX
MMUKOB MU MOTYT pacCMaTpUBAThCA KaK KAacKaJl YaCTHUYHBIX
yaBoeHu# mnepuona. [danee takod mporecc OyneT Hasbl-
BaTbCsl YMHOXECHUEM MIEPUO/IA MK 00pa30BAHUEM CTPYKTYP-
HBIX cyorapMoHuK. OH OKa3bIBAETCS BeChbMa XapaKTEePHBIM
IS TeHOMHBIX TiociieqoBatenbaocTet JJHK. MoxHO cka-
3aTh, YTO MIPAKTUYECKH JIFOOON PE3KO BBIPAKEHHBIH MIEpUO/I B

Jec JfeG
80 80
40 | 40
Al L RARRRN
0 100 200 300 400 0 100 200 300 400
n n

Puc. 8. IToaycnekTpbl it HOPMUPOBAHHBIX aMIUIATYI TAPMOHUK IS
nociegoBatesbHocT! 3 10% moBTopoB ATAAACT mocie ClydaiHbIX
3amel C Ha G IPUMEPHO B MOJOBUHE YSTHBIX TOBTOPOB.
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nocienoBatenbHocTsix JAHK compoBoxkmaercs obGpaszoBa-
HUEM CTPYKTYPHBIX CYOTapMOHHUK. YMHOXEHHE TepHOJa,
BOOOIIE TOBOPS, HE 00S3aTEJILHO SIBJISICTCS YABOCHHEM WU
crenupuIHO MPOSIBIISIETCS] B pa3HbIX TeHOMax. [Ipu 3TOM 1o
XapakTepy paclpeieSieHus] IMKOB MOXHO BBISICHUTH, KaKHe
3aMeHBI SIBJISIFOTCSI OTBETCTBEHHBIMHU 32 YMHOXEHUE IIEpUoaa
(cp. JIeByIO U IPABYIO YaCTH pHC. §).

Jpyro#i xapakTepHOW YepTON TEHOMHBIX TIOCJIeIOBA-
TEJIbHOCTEH SBJISIETCSI OTHOBPEMEHHOE CYIIIECTBOBAHHE Pa3-
JINYHBIX MEPUOJIUYHOCTEH, YTO MPUBOAUT K 3 deKTam B3a-
uMHOU Moyisiiun. [TosicHUM 3TO Ha IpOCTERIIIeM TpUMepe
Bapualyil IIIOTHOCTH TUIA

A cos 2mm cos 2mm
pm X P p()

¢ P> py. Takue MOAYJISAIMH MPHUBEIYT K PACIICIUICHUIO
neproja py Ha

1 11

4=

pip po P

(4.4)

(4.5)

IMono6HbIe 3P PEeKThl B3AUMHONW MOJYJISIIUU MPUBOMIST K
HEOOXOIMMOCTH PACCMATPHUBATL HE TOJBKO CEPUU CTPOTO
9KBUIVCTAHTHBIX TAPMOHHUK, HO U CEPHHU, HECKOJIBKO OTJIH-
YAFOIUEeCs OT CTPOTON IKBUIMCTAHTHOCTH. JIJisl 3TOTO
KaxJasi TapMOHUKA F,,(qy), . . ., Fuu(rg,) B UCXOAHON IKBH-
UCTAaHTHOM CEpUU OKPYKAETCS OKHOM IIUPUHOU W:

0(9( (k(]n) = m (an)

g Faca(qknfnf')a ceey Fxoc(([kn)7 cee (46)

s szac(qkn+\1')

" u3 2w + | TapMOHMK B KaXXJIOM OKHE BBIOMPAETCS TapMO-
HUKa C HauOOJIbIIeH aMIuTyaoi. OnTUMaIbHBIA BBIOOD
OKHA W 3aBUCHUT OT XapaKTepa MOAYJISIUA.

BBeneHre OkHAa w yXyJAIIaeT paspelieHre HCXOTHOTO
nepuona. [Tockonabky

2n(ny£w)  2n  2m (1 jFA_p>
M =M )’

TO IS HEONPEAC/ICHHOCTH HEePUOAa MOJIydyaeM OLEHKY
Ap ~ 2wp? /M. Tlostomy 6oiee ATMHHbIE TEPUO/IbI IOJKHbI
H3YyYaThCsl C WCIOJb30BaHHEM Oouiee y3kux okoH. Ecnm
OKHOM OKPYXaIOTCsl 9KBHIMCTAHTHBIC TAPMOHUKH, HAUMHASI
TOJIBKO C k-, TO C y4eTOM cooTHOMIeHus 2n(kn, = w)/M =
= 2nk/(p £ Ap) nojy4aeM HEKOTOPOE YMEHbIIIEHHE HEOTIpe-
nenennocta Ap ~ 2wp?/(kM).

OCHOBHBIM HCTOYHHKOM  CJIYYalHBIX MOJAUPUKAIIAI
HOBTOPOB SIBJISIFOTCSl TOYCYHBIE MYTALMH, KOTODBIE CO-
3AFOT CIIy4aiiHbIi (DOH, HE M3MEHsIsE AuHbI nepuoaa. Ciy-
YaiiHbIC BCTABKH U JEJICIUH IPUBOIST K BAPHALIUSM [[JIMHBI
neproga. UToObI KaUeCTBEHHO OHSATH POJIb 3THX 3(dexToB,
YCPeIHUM TapMOHUKY exp(igxp) O ciyqaiiHON BEJIMYUHON p
[0 raycCoBOW (pyHKIMH PACHpEICICHHUs CO CPEAHHM py U
CPeHeKBaIPATHYHBIM OTKIOHeHHeM ( (Ap)”),

<exp(iqkp)> ~

o0 IR
~ [2n((Ap))] “12 J_ dp exp {— ;’;(Ag% +igip

2 2
= exp {iqwo - M(ip))} : (4.7)

N3 (4.7) nonyyaem, 4TO CiydailHbIE Bapually IEpUOJIa
MPUBOJIAT K 00Jiee CUIILHOMY 3aTyXaHUIO TAPMOHHMK ¢ 6oJiee
BBICOKAMHM BOJTHOBBIMH YHCIaMu. [109TOMyY, B YaCTHOCTH, B
CepuH IKBUIUCTAHTHBIX TADMOHUK MOTYT OKa3aThCsl CTATH-
CTUYECKU 3HAYAMBIMH TOJIHKO HECKOJBKO MEPBBIX WM JIHIITH
OJIHA TIepBasi FapMOHUKA.

Takum 00pa3oM, CKPBITbIE MEPUOIMIHOCTH B TOCIIEIO-
BATEJBbHOCTH MOTYT OBITH BBISBJIEHBI C IOMOIIBIO OTAEIb-
HBIX BBICOKHX THMKOB, C TIOMOIIBIO CYMM 3KBHIUCTAHTHBIX
TapMOHHK, FJIH C TOMOIIBIO KOMOWHAIMM OOOMX 3THUX
METOJIOB.

4.2. Kpurepun cTaTHCTHYECKOH 3HAYMMOCTH

JUISL CKPBITBIX MEPHOIHYHOCTEM

Hdanee Bcerjga MpenIojiaraeTcsi, YTO M3y4AIOTCS TOJBKO
rapMoHuK# F,,(g,) 1 aMIIMTY bl TADMOHHUK HOPMHPOBAHBI
cornacHo (3.40). dns BbIBOJA KPUTEPUEB CTATHUCTHUYECKOU
3HAYNMOCTH TP MTOMCKE CKPBITHIX EPUOANIHOCTEN CIIEAYET
HCIIOJIb30BATh MOJHYIO MHOTOMEPHYIO IJIOTHOCTH pacrpe-
JTeJIEHUsI BEpOSITHOCTEH 7Tt Bcero mosrycnekTpa (eMm. (3.11)):

p(fla"'?.fN) :exp(_fl - ’_.fN)‘ (48)

I[Ipn MHOTOKpATHBIX BBLIOOPKAx cleAyeT NPUHUMATH BO
BHUMaHHUE BIIMSHUE CTATUCTHKH BbIOpocoB [100], Tak kakx B
npoiecce Bce Oojiee n O6ojee MIMHHBIX NEPeOOpPOB IS
CITy4alHBIX BEJIMYMH MOXHO BCTPETHTBH Bce Oojiee u Gosiee
BBICOKUE 3HAYECHUSI.

Haunem c xputepueB 1151 OTACIbHBIX BLICOKUX NMUKOB U
OyaeM TOCTIeIOBATEIBbHO YCIOXHATH CHUTYAIHIO, CIIEIys

pabote [21]. BeposATHOCTH TOrO, YTO AMILTUTYIBI BCEX
TapMOHHMK HE TNPEBBIIIAIOT IOPOTOBOTO 3HAYEHUs f,
0<fi<f,...,0<fy <[, paBHa
N
P(fy <fi N) = [1 —exp(=/)]", (4.9)

a BEpOSITHOCTBH TOTO, YTO XOTS OB OJHA M3 N TapMOHHUK
IIPEBLICUT f, SIBJISICTCS JONOJHUTEIbHOM K (4.9):
L > f: 1 Y 4.1

P(fy>fi N) =1~ [1 —exp(~f)] (4.10)
B mputoxkenusix 3agarot o0braHO 10%- vmn 5% -Hblii moporu
CTATUCTHYECKOU 3HAUYMMOCTH 1iist P(f,, > fi N). duist mpubiiu-
KEHHBIX OLIEHOK MOXHO TaKXX€ MCIOJIb30BAaTh CpeIHUE
3HAYEeHUs U XapakTepHble nucnepcuu. Onpenessis MOMEHTHI

< lndX> Kak

rr’:iax> = [:o df m M

T , (4.11)

MOJIy4aeM

N

flndx Z

(4.12)

N
(Wfinan)?) = (frnax) = (finax)? Zki (4.13)

VpaBrenue (4.12) orBevaeT M3BECTHOMY pe3yJIbTATy IS
MOPSIAKOBBIX CTATUCTHUK IS CJIYyYaiHBIX BEJIMYUH C pacipe-
nmenenueM Pamest [51]. TIpu N > 1 umeem (f.x) = InN B
coryacuu ¢ onenkoi (3.43). IIpu 3ToM BeTMYMHA <(Afmax)2 )
CTPEMHUTCS K TIOCTOSIHHOMY TIpesienty > /6.
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CyMMa u3 r TapMOHUK, S, IMeeT IUIOTHOCTb pacipe/e-
JIeHUsI BeposiTHOCTeM [51]

pS) = [ e[ dhols i
Sr—l

a BEPOATHOCTB TOr'O, 4YTO S, IIPEBBICUT ITOPOT S, paBHa

x exp(—f1 — exp(—=S), (4.14)

0 r—1 ¢k
P.(S)=P(S,>S) = L dS’p,(S’) = exp(-S) Z% .
. — k!

(4.15)

N3 (4.14) naxoauM cpesiHee 3HAUYEHNE U IUCIIEPCHIO:

(Sy=r, ((AS)") = (4.16)

B ciyuae N, nepeGopoB mJist cyMM S, M3 r TApMOHUK,
TaKuX, 4TO HH OJHA W3 CYMM S, HE COJEpXKHUT OOIIUX
TapPMOHUK C JIFOOBIMH JPYTUMH CYMMaMU, B COOTBETCTBHU C
(4.9) u (4.10) mosyyaeM BEpOSITHOCTh TPEBBILLIEHUS S XOTs
OBbI B OJTHOM U3 TIEpeOOPOB:

P(S, > S;N,) = 1—[1—P(S)]". (4.17)
BoipaxkeHUs1 Ui CpETHETO 3HAYCHMSI U JTUCTIEPCUH CYMMBI
npu N, pa3JIMyYHBIX BBIOOPKAX OKa3bIBAIOTCSl TOBOJBHO
IPOMO3AKMMHU U TPOIIE UCHOJIB30BATH HEMOCPEACTBEHHO
4.17).

BeposTHOCTB TOTO, YTO CyMMa U3 r TAPMOHHK B CXEME C
okHaMu (cM. (4.6)) He MPEBBICHT TOpora S, ompeaesieTcs
BBIpaKECHUEM

s :
Pw(Sr < S) = J() dfl pw(fl) J() del’u(ﬁ) ce

S—fi—.=fic1
.jo Wipe(fy),  (418)
CdP(fy <f 2w+ 1)
Pn‘(f) = df )
P(fy <f2w+1) = [1—exp(—)]""". (4.19)

Hdns Bbipaxenuit tuna (4.18) ymoOHO BOCHOJIB30BATHCS
npeobpazoBanuem Jlamiaca:

@i d). exp(iS) (2“’“ k

P)t’(Srgs):J A+k
1

a—ioo 2mi A

>,~ . (4.20)

rae a > 0. C ero moMoIIbIo MOJIy4aeM

2w+1 1

(Srw)=r Z (4.21)

(4.22)

YTO HAXOAWTCS B MpsIMOM cooTBeTcTBuU ¢ (4.12) m (4.13).
JeficTBUTEIbHO, CpeHee 3HAUYEHUE JUISI MaKCHMAaJIbHOU
rapMOHHUKU B OKHE LIMpUHON w ompenensercs (4.12), a
CpenHssli cyMMa M3 F MaKCUMAaJbHBIX FapMOHHMK paBHa
(4.21). Boipaxenus (4.21) u (4.22) nerko obobuaroTcs Ha
ciIyyail, KOT[a pa3Hble SKBUAMCTAHTHBIE TAPMOHHUKH OKPY-
KAFOTCS] OKHAMH Pa3HOW IIUPUHEL.

B 3akiyroueHue 3TOro paszesia OCTAHOBHMCSI HA CTaTH-
CTUYECKON 3HAYMMOCTH [JI1 CTPYKTYPHBIX CYOTapMOHHUK.
ITycTb 3agaHbl TakKue CYMMBI U3 7| ¥ 1, TAPMOHUK, YTO OHU
HE coAepkaT OOLIMX FapMOHUK U BeauuuHa Sy, + S, =S
¢ukcupoBana. Torga BeposiTHOCTb TOTO, 4TO S, > S| IpH
ycnosuu S, + S,, = S, onpenensercs kak [51]

Js, dS{ pr (S))pr (S = S7)

Iy dS{ pr, (S)pr (S = S7)
(4.23)

P(S,, = SIS, +S5.=8) =

rae p,(S1) u p,(S2) onpenesnsitorcs BblpaxenueM (4.14).
Cpenuue (S{") BBIYUCIAIOTCS CTAHAAPTHBIM 00Pa3oM:

m s dP
(S = — stls 35 (4.24)
B YaCTHOCTH,
— }’1
(S1) — S, (4.25)
(AS))?) = ik s> (4.26)

(l’l + 1‘2)2(1'1 + 1+ 1)

PaccMoTpuM HabOp 3KBHIMCTAHTHBIX TapMOHUK {f, k' },
k'=1,...,r, ¢ cyMMOlil S,, CTATHCTHYECKU 3HAYNMON B
cMbIcie BeposiTHOCTH (4.17), U BBIACIMM B HEM TPYIILY C
k' =k,2k,...,rnk <r, umerornyro cymmy S, . Torma HaGop
{fuk’} MOXHO cunTaTh k-ii CyOrapMOHUKOM, €ciin BBINOJI-
HSIETCSI HEPABEHCTBO

N ri(r—ry) 172
—L > — 2l —— 2
S, r + {r2(r+ 1) ’

(4.27)
a S, — S, sBJAETCS CTATUCTUYECKU 3HAYMMOI CyMMO# B
cMmbIciie BeposiTHOCTH (4.15) must r —r; rapMOHHK. OTH
YCJIOBHUSI SIBJISIFOTCSI, BOOOIIE TOBOPSL, JIUIIH HEOOXOIUMBIMU
U MpeAnojaratoT NpuoIM3UTeIbHO PAaBHOMEPHOE pacIpeie-
JIeHWEe aMIUTATYJ BHYTPH KaXIOW W3 TPYNI U1l | U I' — 1]
rapMOHUK (Cp. puc. 8).

4.3. Ilepuoanunocts p = 3 — (pyHaamMeHTaIBHOE
CBOICTBO 0e/IOK-KOIUPYIOMmUX o0JiacTtei

JetabHBIN aHAIN3 BCEro HAOOpa CKPBITHIX MEPUOIUTHOC-
teii B reHoMHbIX JJHK oxa3piBaeTcst 10BOJIBHO TPOMO3IKAM
[21, 26]. Kax yxe oTmeuanaoch BBIIIE, BAXXHYIO POJIb B
00pa30BaHUM MEPUOJINIHOCTEH MI'PACT MEXaHU3M YMHOXKe-
HUS TIepUOJIOB. JIpyruM BaKHBIM (PaKTOPOM OKa3BIBAFOTCS
3(ppeKThl COUZMEPUMOCTHU —HECOU3MEPUMOCTH, KOrja
HECOM3MEPHUMBIE TIEPUOJIBI p| U p; TOPOKIAIOT CTATUCTHYC-
CKH 3HAYMMbIE TIEPUOABI P = nip| =~ mp,, T1€ Ny U 1y —
nenble yncia. OObIMHO 3TH 3PQPEKTHl TPOSBISIFOTCS JIHIIb
MPHUOJIMKEHHO W TPEOYIOT COBMECTHOTO aHAJIN3a BCEX YEThI-
pex cHekTpoB fy(qs), o € (A,C,G,T). [ToaToMy mouck
CKPBITBIX MEPUOANIHOCTEl C IOMOIIBIO CYMMBI Y . fyy(qy)
[82, 83, 85] wm mpoussenenus [[, fu.(g.) [101] Tpebyer
M3BECTHOW OCTOPOXKHOCTH.

B xauecTBe mpuMepa pacCMOTPUM MEPUOAUIHOCTD p = 3,
KOTOpasl SIBJISETCS] YHUBEPCATIbHBIM CBOUCTBOM O€JIOK-KO M-
pyroiux obnacreii [5, 41, 45] (310 CBOWCTBO OBLIO MPOBEPEHO
MyTeM CKAHHPOBAHUS MO BCEM KOIMPYIOLIMM IIOCI]IeI0Ba-
TEeJIbHOCTSIM B 0Oa3e maHHbIX). [Tockosbky mis PHIX174
nouTH Bes mocnegoBatenbHocTs JJHK cBszana ¢ konuposa-
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Puc. 10. HopmupoBaHHBIC OTKJIOHEHHS IS CYMM OJKBHIUCTAHTHBIX
10 - TapMOHUK, OTBE€YAFOIINX cy6rapM01-m1<aM C nepuoaaMu, KpaTHBIMU
TpeM, s pa3ouenus R—Y B rerome PHIX174.
0 300 1000 1500 2000 , 2500 w=0-10 (k=2-9); 0-8 (k=10); 0-5 (k=11); 0-4
40 (k=12); 0-3 (k = 13,14); 0-2 (k = 15—20) u orbupaiiocs
oy 3HAYEHMUE, KOTOpoe J1aBaJIo MaKCUMYM JUTSL
2,12
30 - (Srw = (Srw))/{((ASrw)7) 7, IIpuMeHeHne KPUTEPUEB pa3-
nerna 4.2 MpUBOAUT K BBIBOY O CTATUCTUIECKON 3HAUMMOCTH
20 - cybrapMoHuK ¢ iepuogamu p = 6, 18, 54. Beinenennas poJib
nepuoa p = 6 BO3MOXKHO CBsI3aHA C 3JIeMEHTaMU [-CTPYK-
10 b Typsl (cM. Tab1. 1).
I CyliecTByeT HECKOJIBKO OOBSICHEHUI MPOUCXOXKICHUS U

0 500 1000 1500 2000 2500

Puc. 9. ITomycnekTpsl A HOPMHUPOBAHHBIX AMIUIATYA FAPMOHUK IS
reHoMHol nocienosatensnoctn PHIX174 npu 6unapHbIX pa3OoueHHsX
R-Y,W-SuM-K.

HUEM O€JIKOB, TO COOTBETCTBYIOIIME MWKH Tipu n = 1795
XOPOIIIO BHUIHBI HA pHC. 3. 32 HEMHOTUMU UCKJTFOUYCHHUSIMU
(cM. HUXKE) 3TU NMKHM COXPAHSIIOTCS ISl JIFOOOro M3 Tpex
OuHapHbIX paszdbuenuit, R-Y, W-S, K-M (puc. 9). Ilpu
3TOM YYTEHO, YTO coryiacHo (3.13) mist GMHAPHBIX TOCIIE0-
BATEJILHOCTEH MMEIOT MeCTO paBeHCTBA FRr (¢n) = Fyy(qn),
n#0, n T.0. COOTBETCTBYIOIINE MaKCUMaJIbHbIE OTHOCHU-
TeJibHbIE BBICOTHI (3.40) 1 HOMEpa rapMOHMK IS pa3jiny-
HBIX OMHApHBIX pa30MeHMl OKa3bIBAIOTCS NPUMEPHO PaB-
HBIMH: fRR, max = 33,8, 7 = 1795; fww max = 35,0, n = 1797,
SMM, max = 35,7, n=1797. Bimxe Bcex K HICATBHOMY
nepuoay p = 3 okasbIBaeTcsi TapMoHuKa ¢ n = 1795 s
R—Y pa3buenus.

Kak mpaktudecku jro0asi CHIIBHO BBIPaXXEHHAsI MEPUO-
muyHOCTb, p = 3 B renome PHIX174 mopoxpaer kackanm
CTPYKTYpPHBIX cyorapmonuk [21]. Ha pucynke 10 st nepuo-
JIOB, KPATHBIX TPEM, IOKa3aHbl MaKCUMAaJIbHbIE OTHOIICHUS
(S,“wf(S,“w>)/<(AS,7w)z)l/z, KOTOPBIE BBIYHCIISJIUCH ClIe-
JIyroIMM o0Opa3oM. BbICOKME TapMOHUKH C HOMEpaMHU
1787 < n < 1803 BOM3M mepuoaa p = 3 UCKIIOYAJIUCH U3
crektpa. Cybrapmonuku ¢ mepuomamu 3k (k=2,...,20)
3a4aBaJIUCh C MOMOIIBIO CEpUil IKBUAMCTAHTHBIX TapMO-
HHUK, HA4YMHAsi C HOMepa 7, JAroIiero OTHolleHue M/n,
Haubosiee Onm3koe K 3k, KOTOpBIE OKPYXKAJINCh 3aTEM
OKHAMU OJIMHAKOBOH mupuHbl w (4.6). CpenHue 3HAUYCHUS
UL CyMM U JUCHEPCHH CyMM TapMOHHMK B CIIyYailHBIX
MOCJIeIOBATEILHOCTSIX ONpeAe/suich no Gopmyiam (4.21)
n (4.22). 3ateM MUPHHBI OKOH MEHSUINCh B Ipeneiax

YHHUBEpCAJIbHOCTU TiepuoauuHoctu p = 3. B [96, 97] ¢pynna-
MEHTAJIbHASI POJIb TMEPHOAUYHOCTH p = 3 CBS3BIBAETCS C
9BOJTIOIIMOHHBIM TIPOUCXOXKICHIHEM TEHETHYECKOTo Koja U
noMmuHupoBaHueMm koaoHoB RRY [96] u RNY [97] (R —
nypuH, Y — NUPUMHIMH, N — MPOU3BOJILHBIA HYKJICOTH/T)
Ha paHHEW CTaJuu MOJeKyJsapHOH sBotonuu. Cyiect-
BEHHO, YTO NEPHOJUYHOCTH p = 3 HaOromaeTcss Takxke B
tpancioptHoit PHK (umm TPHK) [102], xoTopas urpaer
BAXKHYIO POJIb B cuHTe3e OeskoB o matpuunoit PHK [29]. B
[103] Oblma BhICKa3aHa THUIOTE3a O BBIICJICHHOW pOJIU
konoHoB GCT B omnpenesieHMH NMPaBUIBLHON PAMKH CUMTBI-
BaHusi npu cuHTede OeynkoB mo MPHK, omnako oHa He
TIOJTBEPXKAACTCS IKCIIEpUMEHTAJIBbHO [104].

OueHb YaCTO OKa3bIBACTCS, YTO BBIPOK/ICHHE TCHETHYE-
CKOTO KOJa NPUBOAUT K TOMY, YTO B TpPEeTbUX (MeHee
3HAYMMBIX) MO3ULUSAX KOJIOHOB JOMHUHHUPYIOT HYKJICOTHJIbI
onuoro tumna [57, 105—109]. IlpuBenem npumep, Koraa 3TOT
3¢ dexT BhIpaxkeH ocoOeHHO sipko. [lyist Gesika KoJuiareHa
XapakTepHO TOBTOpPEHHE CYOBEAMHUI] M3 TPEX AMUHOKH-
ciot [29, 33, 34], mpuyeM B TEpPBOU MO3UNUU OOBITHO
HaXOAMTCS TJIUIMH, koaupyemblil Tpurietamu GGN (G —
TyaHUH), BO BTOPOH MO3UIMU JOMUHHUPYET NMPOJHH, KOIH-
pyemsbrit Tpumietamu CCN (C — UHMTO3WH), a TPeThs
TO3UIUST 3ATOJIHSETCS OTHOCHUTENIBHO MpOM3BOJILHO. Ha
ypoBHe komupyromeit JJTHK 3to o3HawaeT, 4To 1151 HyKJICO-
tii0B G 1 C qoJpKHA HAOIFOIaThCs IEPUOANYHOCTD p = 9.
Ha pucynke 11 noka3an cOOTBETCTBYIOIIUM MOJTYCHEKTP IS
fce(gn) (xom mocTyma uisi TOCIIEAOBATEIBHOCTH B 0Oase
nanaeix EMBJT X52046) ¢ THnr4HOM cepuell SKBUIUCTAHT-
HbIX TUKOB. TeM He MeHee CeKTp st fr1(¢,) ONATh UMeeT
OYCHb BBICOKMU MUK g p = 3. DTO MOKAa3bIBACT, YTO B
Tperbux mo3unusx koaoHoB GGN u CCN pgomuHUpyeT
THMHH.

IMocnenoBatenbuocts At PHIX 174 xonupyeTt, B OCHOB-
HOM, TJIOOYJsipHBIe OeJKM, B TO BpeMsi kKak Ha puc. 11
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Puc. 11. ITosycnekTpsl 111 HOPMUPOBAHHBIX aMILIUTY TADMOHUK IS
nocnenoBatesibHoctu JTHK, komupyroreit GuOpuiuispHbliit 6eJ10K KOJI-
JIareH.

MPEJICTABIICHBl CHEKTPBI IS TOCJICI0BATEILHOCTH, KOIH-
pyrorieit GuOpUILISIPHBIHA O€JI0K C CUIIBHO BBITSIHYTOM CTPYK-
Typoii [33, 34]. 171 MOJIHOTHI PUBEJIEM TaKXKe CIIEKTP sl
MOCJIEIOBATEILHOCTH, KOJUPYIOIIEH TpaHCMEeMOpaHHBIN
0eJIoKk, B KOTOPOM TIOJUIENTHIHASI [IeNb HECKOJIBKO pa3
MPOHU3BIBAET MeMOpaHy, TaK YTO YaCTh 1€ HAXOIUTCS BO
BHEKJICTOYHOM MPOCTPAHCTBE, YacTh — B IMMTOILIA3ME, a
4acTb — B MeMOpaHe. COOTBETCTBYIOLIMIA MOTYCIIEKTP JJIs
nocsenoBaTeIbHOCTH (Ko moctyna US59464), koaupyroien
TpancMeMOpannbiii 6eiok PTCH, npencrabiien Ha puc. 12.
IIpuBeaeH TOIBKO MOJIYCHEKTP I A, MOCKOJBKY OCTaJb-
Hble TOJIYCIEKTPhl UMEIOT MPHMEpPHO Takoil xe Buja. B

TEHOME 4eJIOBEKa 3TOT IEeH MNPEeACTaBJIeH €IUHCTBEHHOMN
KOMuel, a MyTalud B HEM INPUBOAST K 3a00JIeBAaHHUIO
0a3aJibHO-KJIETOYHbIM pakoM [110, 111]. Jauusle o pacmpe-
JleJieHnH THAPO(GOOHOCTH BIOJIb NENHA BMECTE C BBIJEJICH-
HBIMH WHIAMKATOPHBIMHU TOCJIEIOBATEILHOCTSIME MPUBOJISIT
K BBIBOJY O HAJIMYUH IIECTH NUTOIIA3MATUUECKUX TOMEHOB,
ISTU BHEKJIETOYHBIX JTOMEHOB U JECSTH TPAHCMEMOPAaHHBIX
(parmentoB B 3ToMm Oeske [112]. [ToaTtomy, kpomMe xapak-
TEepPHOTO KA [JIs mepuoaa p = 3, B CIEKTpe Ha puc. 12
MOJHO BUJIETh BHICOKHE TAPMOHUKH C MAJILIMU BOJTHOBBIMU
YHUCIIAMH, OTPAXAIOIUe CETMEHTANNI0O ¥ MHOTOJIOMEHHYIO
CTPYKTYpY OeJka.

B[18, 21, 27] 611 yKa3aH e1ie 0JIMH MeXaHU3M T'eHepaIun
nepuoanIHOCTH p = 3. PaccMoTpuM [ABOIHYIO IIeNb, B
KOTOPOH MOCIIeAOBATENILHOCTh U3 MyPUHOB R KOMILIEMeH-
TapHO PAacCHOJIaTaeTCsl HANPOTHB IIOCJICIOBATEIBHOCTH U3
MUPAMHUIAHOB Y WM MUPUMHIAHBI MPOHUKAIOT B MEXJIO-
Y3JIMsI MEXIY MyPHUHAMH 110 MEXaHU3MY THIIA 3aCTETUBAHUS
MOJIHUH:

R...R
RY...RY
Y. Y :
I/IHyCTb 3TOT HpOHCCC agajiee I/ITepaHI/IOHHO HOBTOpﬂeTCﬂ:
R..Y..
_..RY...YR...
LY...R...

U T.11. JIerKo BUIETh, UTO 3TH UTEPAIIMHA MOXKHO MPEJCTABUTH
B BHJE INOCJIeNOBaTeJbHBIX MNoAcTaHOBOK R — RY,
Y — YR. B pe3ynbTarte noiaydaeM OAHY U3 CAMbBIX HU3BECT-
HBIX MTOJICTAHOBOYHBIX MOJIEJIEH, TAK HA3BIBAEMYIO ITOCIIEH0-
BaTeJbHOCTh Tys—Mopca, BliepBble BBEACHHYIO B TEOPHH
yuced B 1906 r. CnekTpasibHblE XapaKTEPUCTUKHU JIs1 3TOU
IIOCJIeI0OBATEILHOCTH X0potio usyueHsl [113, 114]. B yactHo-
CTH, MOXHO CTPOro IOKa3aTh, YTO JOMUHUPYOLIEH
SIBJISIETCSl TIEPUOIUYHOCTh p = 3. B Takoil moaenmu peasnu-
3yeTcsl MEXaHW3M yMHOXeHus mepuona. Ha pucynke 13
IOKa3aH CHEKTpP ISl MOCJeA0BATEIbHOCTH, MOJyYeHHOU
nociie 12 wrepanuii, HaunHasi ¢ R (M = 4096). Ot™merum
TaKXe PsAJl XapaKTEePHBIX MUKOB B 00JIACTH MEXAY MEpPHO-
Jamu 2 < p < 3,4acTo HAOJII0JaeMbIMU U B TOCJIEA0BATEIb-
Hoctsax JHK. BepositHocTHas peanu3amus 3TOH MOIEIH
[115] mo3BOJIsIET MONYYUTH B OOJACTH MAJIbIX BOJHOBBIX
qycesT CIeKTphl THIa myma 1/q", umurupyronue 3¢hexTor
cerMeHTaluu. TakuM o6pa3zoM, B paMKax AAaHHOIO Mexa-

40
Jaa 30
30
SRR
20
20
10
10

1000 1500 2000
Puc. 12. TTosycrniekTpsl It HOPMHPOBAHHBIX aMILIATYX fAa (¢n) JUTS
nocnenoBatenbHocTH JTHK, komupyromeir TpaHcMeMOpaHHBIH 6e1ok
PTCH.

0 200 400 600 800 1000 1200 1400 1600 1800 2000
n

Puc. 13. TlosycnekTp It HOPMUPOBAHHBIX aMIUIMTY[ TAapPMOHMK IS
nocnenoBatenbHOCTH Tya—Mopca, nosydeHHO# mocne 12 wurepanuii
R — RY,Y — YR, naunnas ¢ R.
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HU3Ma MEPUOAUYHOCTD p = 3, YMHOXXEHHE IEPUO/Ia U IPYTHe
OCOOEHHOCTH OKAa3BbIBAIOTCS MPSMBIM CJIEICTBUEM KOMILIE-
MEHTapHOCTH.

®parMeHThl U3 TPUIUIETHBIX MOBTOPOB MIPAIOT TaKXke
BAXHYIO CTPYKTYPHYIO M PETYJSATOPHYIO POJIM B TEHOME
yenoBeka. [Ipomudepanuss moBTOpoB (YBETUYEHHUE JIMHBI
(bparMeHTOB) MOXET MPHUBECTH K TSKEJIBIM T€HETHYECKUM
3aboneBanmsM [116—118]. OmHako moOKa TPYAHO CKa3aTh,
HACKOJIBKO BBIJIEJICHHBIMA UMEHHO B JAHHOM KOHTEKCTE (B
OTJIn4YKME OT UX (PYHKIUU B OEJIOK-KOAUPYIOIIMX 00JIACTSX)
ABJISIFOTCS (DpAarMEHTBHl M3 TPUIUICTHBIX MOBTOPOB CpEaH
JPYTUX MHOTOYHCIIEHHBIX CEMEHCTB MOBTOPOB.

4.4. /Ipyrue nepnoau4HOCTH

W3 npyrux CKpBITHIX MEPUOAMIHOCTEH B T€HOMHBIX HOCTe-
nosatenabHOCTsIX [JJHK HanboJsiee xapakTepHBIMU SIBJISIFOTCS,
MO-BUAMMOMY, TIEPHMOJIUYHOCTH, CBA3aHHbIE C IIIarOM JABOM-
Hou cnmpaiu [38, 85, 119]. B [120] ObL10 MOKAa3aHO, 4TO B
9K30H-MHTPOHHBIX MOCIIEAOBATEILHOCTSIX B T€HOMAX Yelo-
BEKa M MBI TECTOTPAMMBI ISl PACCTOSHHUNA MEKIy 5'-
KOHIIOM [JISl OJTHOT'O U3 UHTPOHOB ¥ 3 '-KOHIIAMH HEPBOTO U
BCEX MOCJICAYIOLINX 3K30HOB IPOSIBJISIIOT KBA3UIIEPUOIUYE-
CKHE BapUAIUH C IEPHOJIOM p =~ 204 —205. AHAJIU3 CKPBITHIX
MEPUOINIHOCTEH B DK30H-HHTPOHHBIX IMOCJIEI0BATEIHHO-
cTsiX [26] moka3bIBaeT, YTO 3TA MEPUOIUIHOCTH IEHCTBU-
TEJIbHO OTHOCHUTEJIBbHO YCTONYMBO BOCIPOU3BOIUTCS.
Opnnako 6oJiee MpaBHJILHO TOBOpUTH O Habope mpubiim-
KEHHO BOCIIPOM3BOAMMBIX MEPUOAUYHOCTEN B 9TOM AMAra-
30He MJIMH. DTU MEPUOAUYHOCTHU, BEPOSITHO, CBSI3AHBI C
ynakokoit JJHK B Hykseocombl. PazHooOpa3ue myTei
MOJIEKYJISIPHON 3BOJIIOIMY MPUBOIUT K TOMY, YTO B PA3HBIX
reHoMax HepHoauYHOCTh p ~ 204—205 mo-pazHoMy Hpo-
SBJIIETCSl B CIEKTPAx ISl HYKJICOTHUIOB PA3HBIX TUIOB U
MOXET PEaJM30BBIBATHLCS, B TOM 4YHCJE, O MEXAaHU3MY
yMHOXeHus nepuoaa. CTOUT OTMETUTh Takxke PoJib 3pdek-
TOB COM3MEPHUMOCTH — HECOM3MEPUMOCTH: MEPHOTUIHOCTD
p ~ 204-205 oxBatbiBaeT npuMepHo 20 1IaroB JBOWHOMU
cnupayu B B-popme.

B[121] 6b111a 0OTMEUEHA TOBOJILHO YacTast BCTPEYaeMOCTh
CKPBITON MIEPUOAUYHOCTH p = 2 B HHTPOHAX, YKA3bIBAIOIIAS
Ha Moaudukanuio Z-GopMbl 1 BO3MOXKHBIE TUHAMUYECKHE
B-Z mnepexonsr (cm. Taba. 1). dparmMeHTBl U3 CTPOro
YepeNyIOIINXCS IYPUHOB W TNHUPUMUJAMHOB OBUIA TakKxke
UICHTU(PHUIMPOBAHBI TOJIBKO B MHTpoHaX [122]. Jlns kpaii-
HUX FPaHUYHBIX 5’ ¥ 3’ QparMeHTOB B HK30H-UHTPOHHBIX
00J1aCTsIX HepeaKo HaOJIF0/1aeTCsl COBMECTHOE CYIIECTBOBA-
Hue nepuoauvyHocted p =2 u p =3 [123]. D1 CKpbITHIE
MEPUOJUYHOCTH BBISIBJISIFOTCS, OJHAKO, JIUIIIb CTATHCTHYE-
CKH M BOCIPOU3BOMISTCS TOPA3/l0 MEHEEe YCTONYMBO, YeM
MEPUOJIMYHOCTh p =3 B OEJIOK-KOTUPYIOIIMX OO0JIACTSIX.
WNntepecHo Takke OTMETUTb, YTO MEPUOJUYHOCTb p = 2
MOSIBJISICTCS HA TIEPBOM IIIare UTEPAil B MOJIEJIH C TOCTe-
noBatebHOCTBIO Tys —Mopca.

Bepuemcs k nmpumepy renoma 6akrepuodara PHIX174.
BcraBkn Ha puc. 3 u ¢opmyna (3.48) ykasplBaroT Ha
CYILIECTBOBAHHE TISITH OOJIBIIUMX CBEPXHNEPUONOB B ITOH
nocnegoBaTeabHocTH. Ha pucynke 14 mpeacraBiieHbl OaH-
Hble U1 oTHOmeHuH (S, v — (S, )/ ((AS), w)2)1/2 JUTSI 9KBU-
JIUCTAHTHBIX CEPHIA, TOCIIEIOBATEILHO TeHEPUPYEMBIX, HAUH-
Hasi ¢ n = 3—51. [1pu 3TOM BBICOKHE TAPMOHUKHU B 00J1aCTH
1787 < n < 1803 ObL1IM y1aJIeHBI U3 CIIEKTPA, & 9KBUIUCTAHT-
Hble TAPMOHMKH, HAUMHASI C TPEThEH, OKPYXKAIUCh OKHAMU
umpunod w = 1. Ha pucynke 14 mokazaHbl pe3yJbTaThl
Tonbko mist C (Gomee mompobuo cMm. [21]). Kak BumHO U3
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=
2
= ot
9%}
<
-1}
) | | | | |
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Puc. 14. HopMupoBaHHbIE OTKJIOHEHHS /JII CYMM O3KBHIUCTAHTHBIX
rapMOHUK fcc (¢, ), TEHEpUPYEMBIX, HAYHHASL C HOMEpPA 71, JUUIsl TEHOMHOMN
nocienoBateapnoct PHIX174.

puc. 14, mpakTHYecKW ISl KaXIOTO #, KPATHOTO IISTH,
HAOJIFOAeTCsl MK, YTO MOATBEPKAAECT BBIBOJ O HAJMYAU
MSATU OOJIBIIINX CBEPXIIEPUOJIOB B 3TOM MOCIIEI0OBATEILHOCTH.
Xopomo u3zBectHO [95], uTo OenkoBast 000I0uKa (Karcum),
nokpeiBatroias koJbieByro JJHK 6akrepuodara PHIX174,
umeeT (Gpopmy MPaBHIBHOTO HO0JEKa’pa. Bo3MOXHO, 4TO
cBepxnepuoabl p = M/5 cBsizanbl ¢ ymakoBkoi JHK u
OCSIMH CUMMETPHUH TATOTO TOPSJIKA, XapaKTePHBIMH IS
nojexkasapa [124].

OTH NpUMeEpPHI NMOKA3BIBAIOT, YTO B CKPBITHIX NEPUOINY-
HOCTSX JJs mociegoBatenabHocTelr JIHK 3akmrovuena camas
pa3HoOOpa3Has 3BOJIFONMOHHASI U CTPYKTYpHas WHpopma-
musi. MeTobl IBHON PEKOHCTPYKIMH CIIy4aliHO MoauduIm-
POBAHHBIX CKPBITBIX IOBTOPOB MOXHO HalTH B [22, 25].

5. Anaim3 koppeJisinuii
B IreHOMHBIX nocJiegoBateabHocTax JAHK

Ha nepBom sTane ananmza mocienoBatesnbpHocTedt JJHK
3a/laua COCTOMUT B pa3OMEHMM HOCJIEAOBATEJbHOCTU HA
CErMEHTHI ¢ (DYHKIIMOHAIBHO Pa3HBIMM CBOWCTBAMH (OEJIOK-
KOJQUpPYIOIMe CerMeHThl; obyactu, komupyromme TPHK;
caresuutHass IHK u 1.1.). ITocne storo Ha BTOpoMm 3rare
BO3HUKAET 3ajlaya O CTPYKTYPHOH CBSI3M MEXAYy pa3Jind-
HBIMH cerMeHTaMu. B aToM paszese Mbl 00CyauM NpuMeHe-
HHE CIEKTPAJIbHBIX METOA0B K aHAJIM3Y KOPPEJISLMA MEeXIy
MOJIOKEHUSIMU HYKJIEOTUAOB B TIOCJIEI0BATEIHLHOCTH.

5.1. Merox "3ameranns" B cnekTpax

JUIS CTPYKTYPHBIX (paKkTOpOB

U KOPPeJSIHOHHBIX (pYHKImi

PaccMmoTtpenue HauHeM ¢ OoJiee mpocToro ciydas 0e3
CIIEIMATIPHOTO MPEIBAPUTEIBLHOTO BbiAeicHus 3((HeKToB
cermenTanuu. KpymHomaciTabHble BapHAlUM IIOTHOCTH
Ha JUIMHAX, CPABHUMBIX C ITOJIHOW JUIMHOM MOCIIeq0BaTelhb-
HOCTH, MOXHO M3Yy4aTb C ITOMOIIBIO CIJIaXCHHBIX CpEIHe-
KBaIpPaTHYHBIX OTKJIOHCHHUH JIsl KOPPEIISILIMOHHBIX (DYHKIIHI
(cp. (3.53) u puc. 6) Uiy CriakeHHbIX Pypbe-CIEKTPOB:

n+k

.};m(qn) = (Zk + 1)7] Z fm(q;ﬂ)’

n'=n—k

(5.1)

rIe fyy(gn') onpenensrorcs B (3.40). CtaTHCTUYECKHE KPHTE-
puu ans fy,(q,) mMoxno wHaitm B [17, 18]. 3mech Mbl
OTrpaHrIUMCSt 60JIee KAYeCTBECHHBIM YPOBHEM.
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Puc. 15. CriiaxxeHHbIe TOTyCeKTPEI ¢ kK = 200 (popmyra (5.1)) nast reroma PHIX174.

IlosicauM OCHOBHBIE HJIEM HA HAIIeM CTaHAAPTHOM
npumMmepe reaoma PHIX174. CriaxxeHHbIE TOJIYCIEKTPHI C
k=200 B (5.1) st PHIX174 uzobpaxens! Ha puc. 15. B
obylacTd MaJjibIX BOJHOBBIX 4YHCENl CHEKTpbl 11 A u T
OOHApYXXUBAIOT YCTOWYMBYIO TEHACHIMIO K POCTY MpH
YMEHBIICHUN ¢, a creKTpbl ;11 C 1 G — TEHJCHUHUIO K
yOBIBaHMIO (HE BIIOJIHE peryJisgpHyro). Cienyst CTaHIapTHOU
tepMuHOJiorun [125], OyneM Ha3bIBaTh TaKOe IOBEICHHE
HEPCUCTEHTHBIM B IIEPBOM CJIydae U, COOTBETCTBEHHO, AHTH-
MIEPCUCTEHTHBIM BO BTOPOM. Eciit BEIACTUTH OKHO IITMPUHON
W ~ 1/q, n nepeMeliath ero BIOJIb HOCIEJOBATEILHOCTH,
TO B IIEPBOM CJIy4ae HaOJIIoAaeTCsl TEHAEHIUS K COXPAHEHUIO
XapakTepa Bapualuii, a BO BTOPOM — K €r0 U3MEHEHHUIO.

OHUM U3 CTaHIAPTHBIX METOJOB aHaJW3a BapHalui
SIBJISIETCSI METOJI KPUBBIX XepcTa (MJIM METOJ HOPMHUPOBAH-
Horo pa3zmaxa) [125]. [Tokaxxem, Kak OBEICHHUE CTIaKEHHBIX
CIIEKTPOB COTJIACYETCS C MOBEJACHUEM KpHUBBIX Xepcta [19].
BribepeM mpon3BOJIbHBINA CAUT m U 3HAYEHHUE JJIs1 IITUPUHBI
uHTepBasa my. Onpenesnsis CpeJHIO0 INIOTHOCTh HYKJIEOTH-
JIOB B HHTEpBaJe OT m 10 m + my — 1

m—+my—1

poc:m(;l Z pm',av (52)

m'=m

BBCJIEM OTKJIOHCHHUC

m

Afl(marh) = Z (pm’,y - ﬁx)v

m'=m

m<m<m+my—1 (5.3)

1 BBIYUCJIUM pa3Max

R,(mm+my—1) = _ max lAa(m,rh)—
m < m < m+my—
— min A, (m, ). (5.4)

m<m< m+my—1

Jasee BbIYUCIISICTCSl OTHOLICHUE pa3maxa R, (m,m + my — 1)
K CTAHZAPTHOMY OTKJIOHCHHIO

m+my—1 5 1/2
O-(poc) = |:rn(;1 Z (pm/,oc _ﬁoc) :| ) (55)

m'=m

u oTHolenue R,/o(p,) Npy 3aJAHHOM TEKYILIEM 3HAYCHUU
nyy ycpemHsieTcs mo BceM cailtaM m. CpelHee OTHOILICHHE
R,/c(p,) CpaBHUBAaeTCSI C AHAJOTHYHON BEJIUYUHOMN
(Ry/a(p,))> MOJIyYEeHHOW B pe3yJbTaTe yCPEeTHEHUs MO
aHCaMOJIIO CIIyYalHBIX IMOCJIEIOBATEIbHOCTEH C TEM XKe
HYKJICOTH/THBIM COCTABOM.
COOTBETCTBYIOUINE  3aBUCHMOCTH

(R./a(p,)) n
Aln[R,/a(p,)] =In[R./0(p,) | —In[(R./a(p,))]

s Ry /a(p,),

s PHIX174 u 10 < my < 1000 noxa3ansl Ha puc. 16. Mbl
BHMM, uTO OTKJIOHeHns Aln| R,/a(p,) ]| mis A u T okasbi-
BAIOTCs MOJOXHUTENbHBIMU, a 19 G u C, B OCHOBHOM,
OTPHLATEIBbHBIMI B COOTBETCTBUU C MOBEACHUEM CIJIaXKEH-
HBIX CIeKTpoB Ha puc. 15. KadecTBeHHO Takoe moBeneHUE
MOXHO TOHSITb, MCIOJIB3YsI CleKTpbl Tuna F(g,) < 1/¢" ¢
MOCTOSIHHBIM MMOKa3atesieM v. Tornaa st HOpMHPOBAHHOTO
pasmaxa nonyuaem R/a o m'""/?, u oTknosenns ot 3aBu-
CHUMOCTHU IJIs1 CIy4YallHBIX MOCJIEIOBATEJIbHOCTENH ompese-
JISIFOTCSL 3HAKOM v. [TyHKTHpHBIE KpuBbIe Ha puc. 16 ObLIM
MOCTPOCHBI MpH ycpeaHeHnH 1o 20 cIyvailHbIM peajm3a-
musM. [Ipu ycpeqHEeHUW MO 71 YYUTHIBAJIOCH, YTO T€HOM
PHIX174 saBisieTcsi KOJIBUEBBIM, U (DYHKIIMH TOJIOKEHUS
Py 3AMEHSJINCH HA IUKJIMYECKH TPOJOIDKEHHbIE DYHKINM
ps, (3.8). Pazbpoc B smauenusx In[ R, /a(p,) | mis coydaii-
HBIX ITOCJIEAOBATEILHOCTEH PACTET C POCTOM 71y M COCTaB-
JsIleT TPUMEPHO <{AIH[R[X/O'(/)“)}}2>1/2 ~ 0,01 npu my =
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Puc. 16. Kpusbie Xepcra mist renoma PHIX174. Il TpuxoBeIMH JIHHUSIME
TOKa3aHbl KpUBbIC XepPCTa, MOJIy4eHHbIE B PE3YJIbTaTE yCpeaHeHus 1o 20
peanu3anusaM JUld CIydaiiHbIX IOCJIeJOBATEILHOCTEH ¢ TeM ke HyKJIEO-
TH/HBIM COCTaBOM.

= 100 u 0,05 ipu m1y = 1000, 4TO MO3BOJISIET ClIEJIATH BHIBOJT
0 CTATUCTHYECKOW 3HAUMMOCTH HAOJIFOaeMBbIX OTKJIOHCHUMN
mist Aln[R,/6(p,) |. AHTHIEPCHCTEHTHOE TOBEACHNE KpH-
Boii Xepcta it C XOpOIIo COrjIacyeTcs ¢ BBIBOJIOM O TSITU
Gospmmx cBepxmeprogax mis C (cm. puc. 14), MOCKOJIbKY
KBa3HIIEpUOAMIECKIE BAaPUAIINU TAIOT OTHY U3 pean3aluii
AHTUTNIEPCUCTEHTHOT O MoBeIeHNs. HeMOHOTOHHBIN XapakTep
sapucumoctn Aln[R,/o(p,)] ot my o3nauaer Hanmume
Habopa XapakTepHBIX [UIMH (B JAHHOM CIJIy4ae 3TH JJIMHBI
HnopsiaKa pa3MepoB reHoB). Takoe HEMOHOTOHHOE TOBEICHUE
THIUYHO ¥ ISl APYTUX TEHOMHBIX TOCIENOBATEIbHOCTEN
AHK [15, 19, 63 —-65]. Kpussle Ha puc. 16 moka3sIBaroT elie
pas, YTO U3yUeHHe TOJDKHO HAYMHATHCS HA YeTHIPEXHYKJICO-
TUAHOM ypoBHe. Tax, A OWHApHOTO OOBEIUHCHUS
R=(A,G)uY = (C,T) nepcucTeHTHOE 1 AHTUIIEPCUCTCHT-
HOE MoBe/ieHue Bapuaiuii 1t A u G, 1, COOTBETCTBEHHO, IS
T u C MOryT B3aMMHO KOMIIEHCHPOBATH JPYr NIpyra u
ocabJIsITh BapuaIuy Ha OOJIBINAX MaciTadax.

IepeiineM Temepb K aHaJIN3y B3aMMHBIX KOPPEJISLUIA
MEXIY HYKJICOTUAAMH pPa3HBIX THUIOB. VHTErpajgbHyrO
OIIEHKY [IJIS1 3HAYMMOCTH KOPPEJISIIU MEXIY Pa3IHIHBIMA
HYKJICOTHIAMH MOHO MOJYYHUTh C moMotibio (3.32), (3.36) u
(3.38). Au1s ciTyqaitHBIX MTOCIEA0BATEILHOCTEH BEPOSATHOCTD
TOT0, YTO OTKJIOHEHUE

k(Fua|Fgp; M — 1) — (kap)
[2((Akap)?)]"

(5.6)

Xop =

3aKJIFOYCHO B IIPE/CIIaX —X < Xpp < X (mm |X[x/g| < x), paBHa

P(|xup] < x) = 2n~1/2 J dx’ exp(—x"?) =erf (x), (5.7)
0

", COOTBECTCTBCHHO, IJIs1 BEPOATHOCTHU IPEBBIICHU S |X7/3| > X

ToJTyqaeM:
P(|xyp| > x) =1 —erf(x). (5.8)

3agaBas noporu P(|x,s| >x)=0,1 u 0,05, Haxoamm
x=1,16 m 1,39, 4TO WO3BOJSIET OINCHUTHh 3HAYUMOCTDH

WA OTCYTCTBUE 3HAYMMBIX KOPPEJISIHiA, HO U BBISICHUTH UX
UCTOYHUK. TakK, CO CTPYKTYPHOU TOYKH 3PEHUS KOPPEJSIIAN
MOTYT OBITh OOYCJIOBJICHBI COBHAAIONIAMHU CKPBITHIMHA
HEPUOJUIHOCTSIMH, KPYIHOMACIITAOHBIMHE  BapUAIMSIMHU
IUIOTHOCTH, KOPOTKOICHCTBYIOIIEH CBSI3bEO MIJIM KOTEPEHT-
HBIMH TOYCYHBIMH MyTarusMu. [IpoucxoxaeHne KoppeJsi-
Ui MOXHO YCTAHOBHTL C IIOMOILLIO MeToaa "3ameranus"
B CIEKTpax [Jis 3JIEMEHTOB CTPYKTYpHOTO (akTopa u
KoppesiuoHHbIX (yHKIwmii [23, 27]. B aTOM MeTO/Ie BBIYH-
CIHSArOTCS KO3(D(UIUMEHTHI KOPPEJSAIUU JJI1 4acCTH CIEKTpa
k(Fu|Fpp; 1 <n’ <n) m k(K |Kgg; 1 <mg < mp), n 3Ha-
YEHUS 1 ¥ hiy TOCJIEAOBATEIBHO YBEINUUBAIOTCS OT 1 10 N
(em. (3.11)) ("3ameranume" cieBa HampaBo). AHaJIOTHYHO
BBIYUCIISIIOTCST  KO3GdUIMEHTsl  k(F,y|Fpp; n <n' < N) n
k(K| Kpp; mo < mj < N), TAe n ¥ my HOCIEJOBATEILHO
yMmenpmarorcs oT N po 1 ("sameranue" cnpaBa Hajeso).
HanomuuMm, 4TO 111 MHTETPATBHBIX KOI(PPUIUEHTOB KOP-
pensnmu  crpaBeyIuBO  paBeHCTBO (3.35), omHAKO OHO
HapyLIaeTCs PH BBHIYUCICHUH I YacTy crekTpa. CpaBHU-
Basi 3aBUCHMOCTH TEKYIIUX KOI(D(UIMEHTOB KOPPEIISILIH
OT n M my 1pd "3aMeTanun" ciieBa HAIPaBO U HAOOOPOT,
MOYKHO BBIJICJIUTH BKJIA/bI OT PA3JIMYHBIX YACTCH CIIEKTPA U
YCTAHOBUTbL OCHOBHBIC HCTOYHHMKM Koppelsimid. Tak,
HAINpUMEp, €CJIM HAOJIFOMAOTCS CKAYKH B 3aBHCHMOCTSIX
k(Fu|Fpp; 1 <n’ <n) m k(Fu,|Fpp; n<n’ <N), T0 310
CBH/ICTEILCTBYET O COBNAAArOIIUX (B Cllydae KOPPEISIIHii)
WM CABMHYTHIX (B Cllydae aHTUKOPPEJSIHN) MEpUOInd-
HOCTsIX. VICHOJIB3YsI B3AUMHYIO TOIOJHUTEIIBHOCTD MEXTY
BOJIHOBBIMH YHCJIAMH ¢, W Macitadamu mgy s mpeod-
pasoBanusi ®@ypre (cMm. (3.6)), my « 1/g,, KOppeasuuu Ha
OOJIBIIIMX PACCTOSIHUSX MOXXHO [ETaJIbHO HCCICHOBATH C
nomMoubto k(K| Kpp; mog < mj < N), TIOCKONbKY TaKue
KOO(hGUIUEHTHl KOPPEJSIAUA COIEpKAT TOJIBKO KOppe-
nsnuonHele Gynknum K(m() ¢ mj = mg, a Ui U3ydeHUs
KOppeJsimuii Ha MaJjblX pPAacCTOSHUSIX YAOOHO WCIOJIb-
30BaTh Kk(F,|Fgp; n <n'<N), Takx Kak B HHX BXOHST
TOJIBKO CTPYKTYPHBIE (DAKTOPBI C BOJHOBBIMH YHCIAMH
qn' Z qn X 1/m0

Ha pucynke 17 cneBa moka3aHbl Trpaduku IS
kret = (kup — (kup))/(kyp) (cM. (3.37)) B crydae Koppemsmii
A-T B renome PHIX174. "3ameranus" mist ke (FaalFrT)
YETKO BBISBIISIIOT BaXHYHO POJIb COBIAMAIOIIMX MEPUOIIY-
HocTeit ¢ p = 3 (cp. puc. 3 u ckauku npu n =~ 1795 Ha puc. 17).
3aBUCHMOCTD Kyt (Kaa|KrT; Mo < mj < N) oT my cBule-
TEJILCTBYET O 3HAYUMOCTH KOppEJSIuil Ha OOJIBIIUX pac-
CTOSHUSIX U ONIPECJICHHOMN CTPYKTYPHOM IIEJIOCTHOCTH BCETO
reHoma. JleHdcTBUTENIbHO, eciiu pa3OouTh TeHOM Ha ¢par-
MeHTHI ¢ [ = 500 (cpemnuit pazmep rena mis PHIX174) u
CJIy4aifHO WX MEPETACOBATH, TO MBI HOJYYUM 3aBHCHMOCTH,
n3o0paxeHHble HA puc. 17 cipaBa. [JONOJIHUTEIbHBIA POCT
10t kel (Kaa | K13 mo < mj < N) nipu my < 500 cBUICTEND-
CTBYET 00 HepapXU4ecKoi CTPYKTYpe KOPPEISIHii: KOppeis-
LUK BHYTPH F'CHOB OKa3bIBAIOTCS CHIIbHEE, YeM KOPPEJISIIIH
MEX/y FeHaMU. B 3TOM CMBICIIe MOKHO TOBOPHTB O FeHE KaK
O CTPYKTYPHOI eIHUIIE.

3aBUCHMOCTH Ha puc. 17 CBHAETEILCTBYIOT O TOM, 4TO
MEPUOJUIHOCTD p = 3 KOTEPEHTHO MPOHU3BIBAET KJIACTEPHI
U3 HECKOJIbKMX T€HOB. B 3TOM MOXHO ybenuThes U OoJiee
npssMbeIM 00pa3zom [20], u3ydass MacmTaOHble 3aBUCKMOCTHU
st fy,(g,) (em. (3.40)) mpu ¢,, oTBevaromemM p = 3, ais
(dbparMeHTOB ToCHenoBatTelbHOCTH OT 1 1o L mo Mepe
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Puc. 17. HopMupoBaHHBIE OTHOCUTEJIbHBIE TEKYIIHE KOI(DOUIUSHTHI KOPPEIISAIUU NPH PACIIMPEHUH CIIEKTPa CJIeBa HANPaBoO (CIUIOIIHBIC KPUBbBIE) U
crpaBa HaJleBO (IITPHUXOBBIE KpHBbIE) Mist Koppensiuuid A —T B renome PHIX174 (ciesa). Kpubie mis "3ameranus’ cnpaBa HajeBO B CEKTPAx JJIs
resoma PHIX174 (1uTpuxoBble KpUBbIE) U 151 TOCJIEA0BATEIbHOCTH, TOJyUeHHO# nociie pa3ouenus reroma PHIX174 na cermentst amunoii / = 500 ¢

TOCJIETYFOLLEH CIIy4ailHOM NepeTacoBKOil (MyHKTUP) (cpaBa).

yBenmuenust L. IIpu oTCYyTCTBUM CTPYKTYpHOU CBSI3U OymyT
AMETh MECTO KBa3HCIydailHble BapUAllMd B OKPECTHOCTH
MOCTOSIHHOTO 3HAYCHUSI, @ IPH HAJIIMYNH KOTE€PEHTHOHN CBSI3U
JIOJDKEH HAOJIFOATHCSI POCT aMILUTUTYABI [y, (g,) TIPU yBETH-
yenun L. Ecnu nepuognyHocTh p = 3 sIBIIsSIeTCS UACAIBHOM,
1O f'ox L. Ecim uMeroTcs 1Ba cerMeHTa ¢ JyimHamMu Ly u L,
AMeEIOIINe TMEPUOAUYHOCTH p =3 €O COBUIOM B Hayaje
otcuera, 10 fox (L3 + L3 — L1L,)/(Ly + L»). B atom cay-
yae mosyunM MuHEMYM nipu Ly = Li(v/3 — 1) n xapakrep-
HYIO 3aBUCHMOCTH THIa 3yOma. Haxownern, ecim cerMeHT
JUIMHOHN L, ¢ MJeajibHON NEPUOJUYHOCTHIO p = 3 TPHUMBI-
KaeT K CETMEHTY JIJINHOU L, CO CiIy4ailHbIM pacipeesieHueM
HYKJIEOTUI0B, TO f oc (L2 + L,) /(L + L,).

Ha pucynke 18 moka3aHBI COOTBETCTBYIOIIUE 3aBUCHMO-
CTHU [ OMHApHBIX NociegoBaTenbHocTel R —Y s Gakre-
puodaros PHIX174 u MIG4XX (xox mocryma ajisi mocJe-
nosateiabHocTH J02454) w PHK-Bupyca TOEAV (xon
noctyna X53459). 3T KpuBble CBUIETEILCTBYIOT O CTPYK-
TYpPHOH CBSI3W M MOAYJIHHOM OOBEAMHEHUN HECKOJIBKHIX
TeHOB (CM. TakXke o0Imee OOCYXIeHHEe aHAJIOTHYHBIX MeXa-
HU3MOB B [4, 5, 28, 29]). Dddext wyacTuuno oOycIOBJICH
MEPEKPBITUEM HEKOTOPBIX TE€HOB B JaHHBIX TIeHOMaX.
OmHako MOAYJIM OXBaThIBAIOT U HEMEPEKPBIBAIOIIMECS
renbl. PazOuenne renoma PHIX174 Ha cermMeHTHI mIuMHON
/=500 u 100 u ciyyaifHas nepeTacoBKa CETMEHTOB pa3py-
1I1aeT CTPYKTYPHYIO CBSI3b (puc. 19).

I'enom MIG4XX 6bu1 BBIOpaH OTY4ACTU MOTOMY, YTO
PHIX174 u MIG4XX 3aHMMaroT OJIM3KKE Y3JIbl HA HBOJIIO-
nuoHHOM ApeBe. O0a OakTeprodara HamagaroT Ha OakTe-
puto Escherichia coli, 1 umeercs B3aMMHO OJHO3HAYHOE
cooTBercTBHE Mexay reHamu PHIX174 u MIG4XX. Tewm e

JRR
60 |
oL MIGaXX \‘
A
/,,/ |
/ |
40 - ;
30 A
8/
{?ﬂf’%
o My
PHIX174
10 L
1 1 1 1 1
0 2000 4000 6000 8000 10000 12000 L

Puc. 18. MacmrabHast 3aBUCHMOCTD J1JISi HOPMUPOBAHHON aMILTHTYIbI
JRR(¢n) € ¢n, OTBEYAOLIMM MNEPUOIUYHOCTH p = 3, NpPU yBEIMYCHUH
HAYyaJIbHOTO Yy4acTKa MOCJIe0BaTeIbHOCTH ¢ | <m < L B reHomax
PHIX174, MIG4XX u TOEAV.

MEHee M CTPYKTYpHbIE XapakTepucTuku [19], u HykJIeoTHa-
HBIN COCTaB COOTBETCTBYIOMINX MocaegoBaTeabHocteir JIHK
OKa3bIBAIOTCS BeCbMa pa3simdHbIMH. COTJIaCHO 0O0IIel KOH-
nenmuu [95], BHpychl (a OakTepuodaru MpPeACTaBISIOT
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JRR n BBeneM auddepeHnuasbHble QYHKIUM MOJIOXEHUS (Cp.
(3.1))
a0 L PHIX174 _

30

20

0 1000

2000

3000 4000 5000 L

Puc. 19. MacmrabHast 3aBUCEMOCTD U1t HOPMUPOBAHHON aMILTHTYIbI
JRR(¢n) € ¢n, OTBEYAOLIUM MEPUOIUYHOCTH p = 3, NpPU yBEIMYCHUH
HAayaJIbHOTO y4acTKa IIOCJeJoBaTeIbHOCTH ¢ | <m < L B reHome
PHIX174 (crutomiHasi KpuBasi) ¥ JUIsl TOCJIEAOBATEILHOCTEH, MOJIYYeH-
HBIX TOCJIe pa30MeHHsi reHoMa Ha cerMeHThl auHoi /= 500 u 100 c
TIOCJIeIYFOIIIEeH CIIy4aiHOM IepeTacoBKOH (IUTPUXOBASI KPUBAS U ITyHKTHUP
COOTBETCTBEHHO).

OTAENIbHYIO TOATPYIY BUPYCOB) MOXHO pPacCMaTpUBATH
kak "coexasuryro" [THK. Dto koporkue Gpparmentsr JJHK,
KOTOpPBIE MOTYT CYIIECTBOBATH OTHOCUTEJIHLHO CAMOCTOSI-
TEJIbHO, XOTS [JI1 WX peIUIMKanuu u TpeOyrorcs Oeku
KJIETKU-XO3s5iMHA. JlONOJIHUTENBbHBI aHaJIM3 MOKa3bIBaeT,
uyto 6ombime ¢pparmentsl JJHK mus PHIX174 u MIG4XX
SIBJIIFOTCS B3aMMHO KOMILIEMEHTapHbIME [22, 25]. Tak kak
JIAaHHBI JBOJIIOIMOHHBI MEXaHU3M SBJSIETCS JTOBOJIbHO
o6umm [4, 41], ero mosie3HO UMETH B BUAY NPU H3YyYCHUU
COOTBETCTBUSI Mexay mnocieposaTenbHocTssMu JHK s
3BOJIFOIMOHHO OJIM3KUX OPraHM3MOB, MOCKOJIBKY OJIM30CTH
MEXAYy MOCIeIOBATEIbHOCTSIMU HE OOS3aTEIbHO MOXKET
0Ka3aTbCs NPSIMOU.

5.2. Ananu3 Koppesinuii
B CerMeHTHPOBAaHHBIX mocjaenoBarenasHocTsax AHK
Bompoc o HamMYuMM WM OTCYTCTBUHU CTPYKTYPHOU CBSI3U
MEXAY Pa3IMYHBIMU 3JIEMEHTAMH MO3aMYHOW CTPYKTYPBI
TeHOMa $SIBJISIETCSl OAHUM M3 HauOoJiee BAXHBIX U MPUHIIM-
NMUaJIbHBIX Npu aHaim3e nocienosateiabHocteir JJTHK. B
9TOM pasjiejie Mbl ONMILIEM METObl aHAIU3a KOPPESIINY,
korja 3(Q¢eKThl CerMeHTaIUM YYUTBIBAIOTCS C CaMOrO
Havana [27].

ITycts mocnenoBaTenbaocts JJHK nmHON M coctonuTt 3
K HemepekphIBArOIIMXCS CETMEHTOB ¢ JumHamu {Lj},
(k=1,...,K),

K
M:ZLk.
k=1

OrnpenesuM cpeHue MII0OTHOCTH HYKJICOTHIOB BHYTPH Kax-
JIOro CErMeHTa

(5.9)

(k)
o

P =

(5.10)

(5.11)

pm7o< = Pm,a — pm7o<7

_ _ (k .
rae p,., :pic), ecIM caT m HAaXOOUTCS BHYTPH k-TO

cerMeHTa. Pyphe-rapMOHUKY OIPEIEISFOTCS COITIACHO

M
po((qﬂ) = M71/2 Zﬁm,o{ exp(—iq,,m) )

m=1

qn = (5.12)

7 )
a BCE OCTAJIbHBIE COOTHOIIICHHSI OTIPENIEIISIOTCS TaK XKe, KaK B
(3.5), (3.6), (3.10) m (3.11).

Ipu BLIYKMCIICHUY CPEIHUX 3HAYCHU ISl TUArOHAJIbHBIX
3JIEMEHTOB CTPYKTypHOTO (akrtopa (F,,(¢,)) u xoppens-
muOHHBIX GyHKIMH (K, (1m))) yCpeIHEeHIE TPOU3BOIUTCS IO
aHCAMOJIIO CITyYalHBIX TOCJEIOBATEILHOCTEN C TeMH XKe
JUIMHAMH CETMEHTOB { L; } ¥ TeM e COCTAaBOM HYKJICOTUIOB
BHYTPHU KaXJIOT'O CETMEHTa, KaK M B MCXOJHOU MOCIeT0Ba-
TEJIBHOCTU. YCpeIHEHHe BHYTPH KaXIOrO CErMEHTa IIpo-
U3BOAMTCS HE3aBUCHMO U ompenessiercs Gopmynamu (3.27)
u (3.28). B pe3ynbTate nmojyvaem:

K in2
s L/2)
P ) = M 1 LF(k){l_m , (5.13
< m(q1)> ; kL a L[Z{ Sin2(qn/2) ( )
k k
Foo N (L= NY) (5.14)
o Li(Ly — 1) |
u
K = i (k)
K(mo, Li) Fay
<Km(m())> = —;T 5 (515)
~ L —m
K(my, L) = (L — my) TO+
Lim—M

+O0(L +my — M) (5.16)

M )
rae 0(x) — ¢ynkuus Xesucaitna, 0(x) =1 npu x >0 u
0(x) =0 npu x < 0. Janee BbIYHCISAIOTCS KOIDDUIMEHTHI
KOPPEJISIIUHA ISl YACTHU CIEKTpPa [UIsl pa3HOCTEH

AFm(qn) - Fm(Qn) - <Fm(qn)> 5

AK,y(mo) = Ky (mo) — <Km(m0)> (5.17)

U KUCIOJIb3yeTca MeTo "3ameTanns", Kak ObLIO ONUCAHO B
pazaene S5.1. 1y ciyvyalHBIX CETMEHTUPOBAHHBIX MOCIIEI0-
BATENLHOCTEN CPeHME 3HAUEHMS [IJI MHTErPAJIbHBIX KO3(-
(UIMEHTOB KOPPEIAIHAN PABHEI

F?
(k(Fuol Fgp; 1 <n' < N)) = (ko) = %~ (5.18)
wEp
K
F=M"> F¥L, (5.19)
k=1
1
((Akop)®) = (5.20)

rae cpennne F*) 11s 0T/ IbHBIX CErMEHTOB OIIPeIeNsIoTCs
anaynorunvHo (3.14) ¢ 3amenamu M Ha L, u N, Ha Nal‘) (cp.
Takxe (5.14)).
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Merton jierko o0o0IIaeTcss Ha Ciyyald, KOT/a CerMeHThI
pa30UBAIOTCS HA PA3IMYHBIC KIacchl. st OMpeaeIeHHOCTH
OyaeM paccMaTpUBATh UYEPEIYIOIIHECs] 3K30H-WHTPOHHBIC
¢parmentsl [29, 31]. McxomHyro mocienoBaTeIbHOCTh Oy-
JieM 0003Ha4aTh Kak eiei . . . lasee BBenieM auddepeHnmain-
Hble PYHKIMY MOJIOKEHUS JIBYX TUTIOB, Dyr x U Pt o> TIE Pyt s
onpenensercs o popmyse (5.11), ecu m HAXOAUTCS BHYTPU
9K30HOB, M PaBHA HYJIIO B APYroMm ciyuae. Takas hyHKims
p,ﬂl ), OTIpe/IelisieT moceqoBaTebHOCTh €0el . . . ¢ HyJIsIMu Ha
MeCTe HHTPOHHBIX (pParMeHTOoB. AHanoquo OTIpEIeIISIETCSI
(byHKIUS p,E;?a n_ nocienoBatenbHocTh  0i0i... Janee
10 QYHKUMSAM Py U Ppry BBIYUCISIOTCS (ypbe-rapMo-
HUKHA p( )(qn) u ﬁDEI)(qn) (cp. (5.12)) u 1.1 Jlust cpeaHux
(F(()(qn)> u <Kx<e>(m0)) cymmuposanue B (5.13) u (5.15)
IIPOU3BOJUTCS TEIeph TOJBKO IO IK30HHBIM CErMEHTaM,
u, ananornuno, s (Fy(g,)) u (K (my)) yaursisatorcs
TOJIbKO MHTPOHHBIE CerMEHTHI. Pa3OmeHue Ha mociieoBa-
tesbHOCTH €0e0 ... u 0i0i... mo3BOJIIET HM3y4aTh KOppe-
JIAUA HE TOJIBKO MEXIY OTIEIbHBIMH CETMEHTAMU, HO W
BBIICJIUTH POJIb MO3UIMUOHHBIX 3(P(EKTOB, CBA3AHHBIX C
pacnpenenenuem i {Ly}.

HaunbGonpmmit uHTEpEC NpeAcTaBiIsIOT KO3(PPUIIUEHTHI
KOPpeJISIIUH

k(FOIFy; 1 <n< N) =k(K|Kigs 1 <mo < N)

u ux aHajoru B Mertone "sameranus". [y ciydalHBIX
CEerMEHTUPOBAHHBIX MOCIEA0BATEIPHOCTEH CIPaBEIIHBBI
OIICHKH

((FQIF 1<n < N)) = (ki) = (5.21)
. (2 2

<(Ak7ﬁ >) NES mln(L—e , E> , (5.22)
S L=y L. (5.23)

OK30HBI HUHTPOHBI

Hucnepcus (5.22) y4UTBIBAET, YTO MOJHOE YUCIIO CIIyHYAHHBIX
cTeneHed cBOOObI B JAHHOM CJIy4ae paBHO HPHUOJIMKEHHO
max (L., L;). Cratuctudeckasi 3HaYUMOCTb B3aUMHBIX KOP-
pemsuil OEHMBAETCS B TEPMUHAX I'ayCCOBBIX TIEPEMEHHBIX

k(Fy F/,(/}, 1<n<N)
>] 1/2

2k

e—i __

x5 (5.24)

BeposATHOCTE TOTO, YTO XOTS OBI I OJHOM M3 S HE3ABHCH-
MBIX T'ayCCOBLIX IIEPEMEHHBIX OYET BELINOIHATLCA HEPABEH-
CTBO |Xyp| > X, paBHa

P(

Xup| > x;8) =1 — [erf ()]’ (5.25)
Otcroma miust s = 16 monyuaem, uto 10%- u 5%-HOMY
MOpPOTaM CTATHCTUYECKON 3HAYUMOCTH OTBEYAIOT 3HAYCHHS
x = 1,92 1 2,04, COOTBETCTBEHHO.

B kauecTBe mpumepa pacCMOTPUM KOPPEISIIAU MEXIY
nocnenoBarenbHocTsiMU €0e0 ... 1 0i0i... 11 KoJjutareHo-
BOTO reHa (koa goctyma X52046) 6e3 kpaiiaux 5’ u 3/ map
9K30HOB U MHTPOHOB. 3aMETUM, YTO B 3THX 0OO3HAUYECHUSIX
CHEKTPBI Ha puC. 11 OTBEUAIOT MOCIIEI0BATEIBHOCTH €€ .
HOJIyYEHHOU mocie crulaiicunra. JlaHHast HOCJ‘[CZ[OBaTeJ‘IB-
HOCTB COIEPXHUT 49 3K30HOB (C ,E[J'II/IHaMI/I {LA } ot 54 no
295) u 48 uHTPOHOB (C JIHHAMHU {L } ot 82 mo 1561),
L, =4163, L; =22448, M = 26611 (cm. (5.23)). CBomaHble

Taomnua 2. Ko duipeHTs! KOppetsinun Mex /1y 3K30HAMH U HHTPOHAME
B KOJIJIareHOBOM TeHe (X52046)

Ae Ge Te Ce
Ai —0,002 —0,003 —0,018 0,006
(0,12) (0,23) (1,36) (0,46)
Gi 0,018 0,014 0,008 —0,002
(1,33) (1,05) (0,60) 0,17)
Ti 0,015 0,006 —0,001 0,018
(1,15) (0,48) (0,08) (1,37)
Ci 0,034 0,022 0,045 0,021
(2.57) (1,68) (3,38) (1,57)

JAHHBIC Il MHTErPAJbHBIX KOA(D(OUIUCHTOB KOPPEIISIIN
mpecTaBeHbI B Ta01. 2. B ckoOkax yka3aHbl 3HAYCHUS IS
HOPMUPOBAHHBIX ITEPeMEHHBIX (5.24).

Ha pucynke 20a mnpencraBiieHbl 3aBUCUMOCTH JUIS
MeTona "3ameranus", COOTBETCTBYIOIINE HAMOOJIEE CHJIIb-
HbIM  Koppensuusm  Te—Ci. 3aBUCUMOCTH IS
k(FT(") Fc(é) k(F, Te—Ci) omsitb OOHapyXHBAIOT CTPYK-
TYPHYIO CBSI3b Uepe3 MEPUOAMIHOCTD p = 3 (CM. CKaYKH IpH
n =~ 8870). 3aBucumocts st k(K; Te—Ci) npu "3amerannn"
cJieBa HAIpaBo OOHAPYKUBACT OBICTPOE CIaJaHHEe KOPPEJIsi-
umii mpu mg > 10° ¥ OTHOCHTENBHO clabble OCTATOYHBIE
JAJbHAC KOPPEJISIUU, KOTOPhIC YeTKO BUIHBI HA IITPUXO-
BOM KpUBOM, OTBEUAIOLIEH pACIIMPEHUIO CIIEKTPA JIJIs1 KOppe-
JISIUOHHBIX (PYHKIUHI cO CTOPOHBI GoybiuX 11y (puc. 200).
CityyaitHble TIepeTacoBKH 9K30HOB M MHTPOHOB C COXpaHe-
HHEM MX 4YepelOBaHHS DPAa3pYLIAIOT OCTATOYHBIC HaJIbHUEC
KOppeanuy Tpu mg = 10° U IpUBOAST K YMEHBIIECHHIO
WHTErPajJbHOTO KO3(PQUIMEHTA KOPPEJISIIUUd MPUMEPHO B

0,2

k(F;Te — Ci)

—0,1 ! ! ! ! ! !
0 2000 4000 6000 8000 10000 12000 =n

k(K; Te — Ci)

~0.2 | | | | | |
0 2000 4000 6000 8000 10000 12000 my

Puc. 20. Texymue k03pGUIHEHTH KOPPEISIUE IPU PACHIMPEHUH CIEKTPa
clieBa HAMpaBo (CILUIOIIHBIC KPHUBBIE) M CIIPAaBa HAICBO (LITPHXOBBIC
xpusble) 1711 Te — Ci koppessiuii B kosiareHoBoM rene. CoOTBETCTBYIO-
He 3aBUCHMOCTH HOCJIE CIyYallHOH IIepeTacoBKU 9K30HOB H HHTPOHOB
TIPU COXPAHCHUH YEPETOBAHNUS N300PaKEHBI IYHKTUPOM.
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nojrTopa-asa pa3a (myHktup Ha puc. 20). K aHamoruuyHbimM
3pdexTaM TPUBOAAT TaKXKe M CIyYailHbIE IEPETACOBKU
WHTPOHOB W 3K30HOB B OTAEIBHOCTU. 3aBHCHMOCTH Ha
puc. 20 CBHIETEIBCTBYIOT O CKPBITOM MEPHOAUYHOCTH p = 3
B HEKOTOPBIX MHTPOHAX (SBHAsI MPOBEPKA JCHCTBUTEIBLHO
O0OHApYXKUBAET €€ B HECKOJIbKUX MHTPOHAX). Takue HHTPOH-
Hble (parMeHTbl MOTJIM OBl AMHAMHYECKH HPUIUIATH K
MPHK u BIMsITh Ha MHTEHCUBHOCTH CHHTE3a Oesika [126].

AHalM3 KOppessimuii B Pa3JINYHBIX 3K30H-UHTPOHHBIX
MOCJIEIOBATEILHOCTSIX MMOKA3bIBACT, YTO MEXaHU3MBI CTPYK-
TYPHOM CBSI3M MOTYT OBITh BecbMsl pa3HooOpa3HbiMu [27].
Kpowme cBsizu uepe3 mepuoauyHOCTh p = 3, B KOPPEJALUIX
MOTYT YYaCTBOBATh p = 2 U APYTUe NEPUOIMYHOCTH, IPUIEM
CABUTH TIEPUOTUYHOCTEH B JK30HAX W HMHTPOHAX MOTYT
MPUBECTU TAKXKe W K AHTHKOPPEJSIUsSM (B 3TOM cllydae
CKauK{, TUNa M300pakeHHBIX Ha puc. 20, OKa3bIBAIOTCS
OoTpHLATEJbHBIMH). B psige ciydaeB Ha GoHE MeIJIEHHOT O
craganus Koppensmuii Ha Macmrabax mg ~ 10° HaGmio-
JAFOTCSl TaKXKE XapaKTepHble KOPPEJSIIMM Ha MacIradax
mg ~ 10%, 4TO CBUIETENBLCTBYET O GOJIee CHIILHOM CXO/CTBE
CTPYKTYPHBIX XapaKTEPUCTHUK ISl OTIIEIbHBIX 00JIee KOPOT-
KHX CEIMEHTOB.

TouHOe BbIpe3aHNEe HUHTPOHOB IpM cIUlalicuHre obec-
MeYNBACTCS CIEI(PUIECKIM Y3HABAHUEM 9K30H-HHTPOHHBIX
rpanui [29, 31]. Tax, Aist paHUIBEI MeXTy 3’ KOHIIOM 9K30Ha
1 5’ KOHIIOM HHTPOHA XapAKTEPHO HAJINYHE [TOCIIEA0BATE b
HOCTH éAG|GTéAGT B TO BpeMst Kak Ji1st 3/ KOHIa HHTPOHA
u 5’ KOHIA O3K30HA ChHenu(UYHA MOCIIEIOBATEIBHOCTD
(Y)1INYAGIN, rae Y — nupumunus, N — 5r000it HyKj1€0-
TH], & BEPTHKAIbHAS pa3deluTeNIbHAs YepTa COOTBETCTBYET
rpanuie. XapakTepHble JUIMHBI COXPAHSIONXCS (pparMen-
TOB cocTaBisatoT ~ 10—30 HykJeoTHmOB. MBI BHINM,
OJIHAKO, YTO CTPYKTYPHAsI CBSI3b MEX]Ty 9K30HAMH U UHTPO-
HAMH MPOCTUPAETCS 3HAYUTENBHO AajIbIlle 3TOH 00JacTu.
Taxast cBsI3b MOXeT ObITh 0OyciioByieHa ynakokoi JJHK B
HYKJICOCOMBI, MEXaHM3MaMH CILTAHCHHTA, PETYJISIIUU CHH-
Te3a Oenka u np. [26, 27, 37, 120, 126].

Kak BUIHO U3 TPUMEPOB, IPUBEICHHBIX B pa3aeyax 5.1 u
5.2, COBMECTHOE UCIIOJIb30BAHUE CIEKTPOB ISl CTPYKTYPHBIX
(bakTOPOB M KOPPEISIMOHHBIX (YHKIUI MO3BOJISET BBIIAC-
JIUThb HA0Op XapaKTEePHBIX JUIMH U YCTAHOBUTH MEXaHU3MBbI
koppensinuii. [Ipu 3TOM CHEKTpasibHBIE METOJBI OKAa3bI-
BAIOTCSl MPAKTUYECKN STUHCTBEHHBIMH W3 BCEX M3BECTHBIX,
MO3BOJISIOIUMH BBIJEIUTh U KOJMYECTBEHHO OLEHUTDH 3HA-
YUMOCTb OTHOCHTEJIBHO CJIa0BbIX 3((EKTOB CTPYKTYpHOU
CBSI3M MEX[Y Pa3IMYHBIMU 3JIEMEHTAMHU MO3aUYHOU CTPYK-
TYpBI TeHOMA.

6. 3akarouenue

Bzanmuas ogHo3HauHOCTH (cM. (3.2) u (3.3)) um B3aumHas
JIOTIOJTHATENBLHOCTh MACIITA00B, ¢, o m ™!, my! (em. (3.3) u
(3.6)) mpu npeodpazoBanun Pypre 0OECIEUNBAIOT IIEJIOCT-
HOE IPEACTaBJICHNE CTPYKTYPHBIX XapaKTEPHCTHK ITOCIIEI0-
BateabHocTd JHK. B oTimuue, Hampumep, oT TeOpUHU
MAapKOBCKUX Iienei (pa3nuen 2.2), CeKTpajibHbII MOIX0/ He
MPenoIaraeT Kakoro-audo anpruopHOro MpenCcTABICHUS O
XapakTepe ynopsigoueHHOCTH. HampoTus, caM Xapaxrtep
YIOPSIIOYEHHOCTH ¥ B3aMMHBIX KOPPEJISIUA BBISBIISIETCS B
IIpoIecce CIeKTPaJIbHOTO aHAJIW3a, OCHOBAHHOTO Ha COB-
MECTHOM HCIIOJIb30BaHUH CTPYKTYpHBIX (pakTtopoB (3.5) u
KoppensauoHHbIX pyHkiui (3.6). MHTErpanbHyro CTeneHb
peryisipaocTu nocnenoBatenbHocTd JJHK MoxHO oneHuTh
C TIOMOIIBIO CTPYKTYPHOU CIIEKTpabHOM dHTponuu (3.44),

(3.47). CnexTpajbHblii aHAJIU3 BBISIBJISIET LIMPOKUN HAOOp
XapaKTEePHBIX JIJIUH, YaCTh U3 KOTOPBIX CBsA3aHA € 3P PeKkTamMu
cermentauu. [Ipu Heob6xoqumocTu 3 exThl cerMeHTanuu
MOHO Y4eCThb C CaMOT0 Havasa (pas3zmein 5.2).

JlokaysbHBIE BapHalMyd CTPYKTYPHBIX XapaKTEPUCTUK
MOXXHO H3y4aTb C MOMOIIbIO CTAHJAAPTHON TEXHUKU C
OKHaMH, IMEpeMELIaéMbIMU BJOJb HCXOJHON IOCjenoBa-
TenbHOCTH [5, 7, 8]. Mcnonb3ys MeToabl Teopuu (QUIbLTpa-
nuu [91] u BbIAEISIS C TOMOIIBIO (UIBTPOB pa3IMYHbIC
XapakTepHbIe YYaCTKU B cHekTpax Pypbe, MOXHO PElIUTh
00paTHYIO 33129y O HAXOXJCHUU CTPYKTYPHBIX OCOOEHHOC-
Te, CBSI3aHHBIX C CHHTYJISIDHBIMHU TapMoHuKamu (cp. [19]).
Taxo# moaxo MOXHO HCIIOJIb30BATH [IJIs TPyOOro BhIjEIC-
HUS 3(PPEKTOB CErMEHTAIMU, B TO BpEeMsl Kak TOYHbBIC
TPaHMIBI CETMEHTOB MOXHO ONPEACIUTH C TIOMOIIBIO KaTa-
JIOTa CHeIU(PUIESCKUX CUTHATIBHBIX TOCIIeIOBATEILHOCTEH.

B oTimume OT YMCTO CTATUCTHYECKOTO MOJXOJA, OCHO-
BAHHOT'O Ha MOJCYETE BCTPEUAEMOCTH PA3JIMYHBIX KOMOMHA-
LUH HYKJIEOTU 0B [5 — 9], clieKTpasibHbIE METO/IbI TO3BOJISIIOT
BBISIBUTH DSII YCTOWYMBBIX CTPYKTYPHBIX MPU3HAKOB B CETr-
merntax JHK c¢ pasnmuasiMua (GyHKIOHAJTBLHBIMHU CBOM-
crBamu. Tak, B [45] ObLI MpoOBe/IeH CPAaBHUTEIIbHBIN aHATIN3
a¢pdexTuBHOCTH OOJIee YeM IBAIATH METOIOB UICHTU(H-
Kanuu OeJI0K-KOJAMpYroIuX ooacTeit. [JJisi OKOH MIMPUHOR
W = 120 maubosee 3¢ pexTuBHBIM OKazajcs meton Pypbe.
3a HUM cliemyeT MeTO 1, OCHOBAHHBIN Ha TIOJICYeTe KOMOMHA-
Uil TeKCaHYKJIEOTHIOB. Bo BTOpPOM ciiydae MBI CTaJIKH-
BaeMcs ¢ HeOOXOQUMOCThIO aHam3a 4% = 4096 BenuunH, B
To Bpems kak meron ®Pypre TpeOyeT BbIACJCHUS JIUIIb
HECKOJIbKAX TapMOHHK B OKPECTHOCTH TEPHOIUYHOCTH
p = 3. CylecTBeHHO TakXe, YTO BBIIEJIEHHE YCTOWYMBBIX
CTPYKTYPHBIX MPHU3HAKOB MO3BOJISET MOHITH OOINUE MPUH-
oUnbl GOPMHUPOBAHUSI TEHOMHBIX IOCJIEAOBATEILHOCTEH
JHK u gaet ocHOBY IJisi TOCTPOEHUS PA3JIUYHBIX 3BOJIIO-
nuoHHBIX Teopuid [4, 41, 96, 97]. B arom cmeicie JHK
SIBJISIETCS. YHUKAIBHBIM OOBEKTOM: C OJIHOW CTOPOHBI, OHA
COJIEPXUT WHPOPMAIMIO O BIOJHE COBPEMEHHBIX OelKax,
MPEICTABISIOMNX HHTEPEC TSI METUIIMHCKUX U OHOXUMIUIe-
CKHX TPUJIOKEHUH [29] i 1axxe 1151 CO3/1aHUsI HAHOTEXHO-
Jioruit HoBoro tumna [127]; ¢ apyroit CTOPOHBI, B MOCJIEI0BA-
tenpHOCTSX JJHK oTpakena mctopusi MOJIEKYISIpHOU 3BO-
JIFOTIA MPUOIM3UTENLHO 3a ~ 4 Muipa JetT [4, 6, 9, 29, 41,
96, 97].

IIpu ananu3e mociegoBaTebHOCTEN MO Beell 6asze gaH-
HBIX HE CJIeAyeT 3a0bIBaTh, YTO IOKA €lIe He 3aKOHYEH 3Tal
HAKOIUICHUS HAYaJbHBIX AaHHBIX. Jlumb B Osmkaifiem
OyayiieM MOSIBATCS MOJHBIE pacimmppoBaHHBIE TIOCIIEI0BA-
TEJLHOCTH IS TE€HOMOB BBICIIAX oOpraHu3MoB. Habop
MOCJIEI0BATEILHOCTEH B COBPEMEHHOM OaHKE JAHHBIX BO
MHOI'OM OIIpeNiesIsieTCss MEAUIUHCKUMU, OMOXUMUYECKIMU U
JIPYTUMH NPUIOXKeHUsIMH. OH SIBJISIETCS. JOCTATOYHO CIEIH-
(uveckuM W Jajiek OT TpeOOBAHUN CTATUCTUYECKON OIHO-
pomgaocTtu. IlodToMy sl CpaBHHTEIBLHOIO BHIOBOTO U
9BOJIFOIOHHOTO aHajM3a HEOOXOJMM CTPOTHH MpeaBapH-
TEJIbHBI OTOOP aHAJIOTOBBIX JaHHBIX [4, 6, 8, 9, 29, 128]. He
cienyer Takxke 3a0biBath, uro JIHK opranm3oBana B
CJIOKHYIO UEPAPXUIECKYIO CHCTEMY, KaXAbIH YPOBEHb KOTO-
poil CBSI3aH CO CBOMMH T€HETHYESCKUMU M OMOJIOTMYECKUMU
mexaHum3dMamMu (1 B atoM cmbeicie JIHK cymecrBenHo
OTJIMYAETCS] OT OJHOPOMHBIX ¢paktanoB [125]). Uucro
CTATUCTUYECKAs] OLEHKA CJIOXHOCTU HOCJIEI0BATEIBLHOCTU
JHK ©0e3 mnpeaBapuTeIbHON PEKOHCTPYKIUU HEpapXUU
MOXET OKa3aTbCs MOJOOHOHN OIEHKE CIOXKHOCTH JJIEKTPOH-
HO¥ CXeMBI IO JUTHHE COSAMHUTETHHBIX TIPOBOIOB.
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B pamkax cHeKTpaJbHOrO MOAXOJA yHAeTCsl TOOUTHCS
(hopMabHON YHUDHUKATIMU ITUPPOBOTO MPEICTABICHUS TaH-
HBIX U CXOJICTBA B CTATHCTHKAX IJIsS CIYYaillHBIX aHAJIOTOB
JUTS IPOCTPAHCTBEHHBIX XapakTepuCTHK C,-OCTOBOB OEIIKOB,
pacnpenenieHuss (HU3NKO-XUMHUYECKUX TapaMeTpOB BJIOJb
MOJIMNIETITUIHON IIENH U CTPYKTYPHBIX XapAKTEPUCTUK COOT-
BETCTBYIOIIEH O€JI0K-KOJAMPYIOIIEH MOCIeA0BATEIbHOCTH
JAHK [24, 129], uTo maeT mpakKTUIeCKH YHUKATbHYIO BO3MOX-
HOCTb M3YYEHHS MPSMBIX KOPPESIUil MEeXIy dTHMH BEJH-
yuHaMmu. OOIasi MaTeMaTHYeCcKash TEOpHUsl CTPYKTYPHOTO
aHAJIM3a TPOCTPAHCTBEHHBIX JIMHEHHBIX IIeNeld B paMKax
CreKTpaJibHOro moaxoda usjoxena B [130]. B [129] uzyua-
JIaCh CBSI3b MEXIY IPOCTPAHCTBEHHOUN CTpyKTypor C,-
OCTOBOB O€JIKOB IO JTaHHBIM PEHTTEHOCTPYKTYPHOTO aHa-
JIM3a M pacrpeeieHneM (PU3NKO-XUMHYECKUX MapaMeTpoB
BJIOJIb 1IN, a B [24] ObLIa Ka4eCTBEHHO MOKa3aHa 3aBUCH-
MocTh ASi mnsa Oenok-komupyromeir JJHK ot crenenu
MPOCTPAHCTBEHHOM PEryJspHOCTH CTPYKTYpbl Oeyika. [le-
TaJbHOE U3YYCHHUE CBSI3U MEXAY BCEMH 3THMH XapaKTepH-
CTUKaMU TPEACTABISAIO Obl (PyHIAMEHTANBHBIN MHTEpPEC U
MO3BOJINJIO OBbI TOHSATH, KaK MPOCTPAHCTBEHHAS! CTPYKTYypa
GeJika OTpaXkaeTcsl Ha ypOBHE O€JIOK-KOIUPYIOLIEH ocIea0-
pateiabHocTu JJHK.

Pe3yabpTaTsl CTPYKTYPHOTO aHAJIM3a CBHUIETEIbCTBYIOT
00 ompeaesieHHOW CTPYKTYpHOW IIEJIOCTHOCTH TE€HOMHBIX
nocienosatenabHocteir JIHK. HecmoTpss Ha orpomubiii
HAKOIUICHHBI MaTepHa, oOIue MPUHIHMILI (HOPMUPOBA-
HUSl TAKUX TOCJIEI0BATEIbLHOCTEH OCTaloTCs BO MHOIOM HE
BIIOJIHE SICHBIMU. OCMBICIIEHHE $I3bIKa, HA KOTOPOM HAmH-
CaHbl TEHETHYECKME TEKCThI, JAaJeKO elle He 3aKOHYEHO.
CucremMaTn3anysi ¥ 0TOOp yCTONYMBBIX MPU3HAKOB BBIIBH-
raroT Ha CJIeIYIOIIEM JTalle UCCIIeIOBAHUI BOIPOC O peaii-
3a1my PU3NUECKUX MEXaHU3MOB, OTBETCTBEHHBIX 32 HAOJIIO-
JlaeMble CTPYKTYpHBIE OCOOEHHOCTH.

ABTOpBI BeIpaXxaroT Omaromapaoctb A.A. BemeHoBy 3a
MOAIEPKKY TPOTPAMMBI HCCIIEIOBAHAN. MBI TPU3HATEIHHBI
A.M. KamuatHoy, E.B. JleBuenko, M.A. Jludmmumy,
B.}FO. MakeeBy u A.JI. UepHSIKOBY 3a 00CYXJIeHUE pa3jIny-
HBIX acnekToB mpoOiyembl, a takke A.FO. Typsiruny 3a
MOMOIIbL TPHM HPOBEJCHUH UYHUCICHHBIX pPAcyeTOB U
A.A. EXOBYy, COBMECTHO C KOTOpBbIM pa3pabaThIBAJIUCh
METOJIbl PEKOHCTPYKIIUHM CKPBITHIX MOBTOPOB. MBI pHU3HA-
TEJbHBI TAKXKEe HAIIMM MHOTOYHUCICHHBIM KOJUIETaM 3a
IPEOCTaBJIEHUE PE3yJbTaTOB CBOUX pabOT 4acTo 10 OIy-
0JIMKOBAHUS B MIEYATH.

Cnncok mrepaTypbl

1 Rodriguez-Tome P et al. Nucl. Acids Res. 24 6 (1996)

2. Benson D A et al. Nucl. Acids Res. 26 1 (1998)

3. Stoesser G et al. Nucl. Acids Res. 27 18 (1999)

4. Partnep B A u np. Ilpobaemvr meopuu MOACKYAAPHOU I80MH0YUU
(HoBocubupck: Hayka, 1985)

5.  AunekcanapoB A A u ap. Komnviomepuwiii anaiuz 2eHemuyueckux
mexcmos (M.: Hayka, 1990)

6.  Beitp b Anaaus cenemuuecxux dannvix (M.: Mup, 1995)

7. Mamemamuueckue memoovl 044 AHAAU3A NOCACO08AMEALHOCTET
JHK (ITox pen. M C Yorepmana) (M.: Mup, 1999)

8. DNA and Protein Sequence Analysis: A Practical Approach (Eds
M J Bishop, C J Rawlings) (Oxford: IRL Press, 1997)

9. Kolchanov N A, Lim H A Computer Analysis of Genetic Macro-
molecules: Structure, Function and Evolution (Singapore: World
Scientific, 1994)

10.  Internet for the Molecular Biologist (Eds S R Swindell, R R Miller,
G S A Myers) (Oxford: Horizon Scientific, 1996)

1.

12.
13.

14.
15.
16.
17.
18.
19.

20.
21.
22.

23.
24.
25.
26.
217.
28.
29.
30.

31.

32.

33.

34.

35.
36.
37.
38.

39.
40.

41.
42.
43.
44.
45.
46.

47.
48.
49.
50.
SI.

52.

53.
54.
55.
56.

57.

58.
59.
60.
61.
62.
63.
64.

Baxevanis A, Quellette B F F Bioinformatics: A Practical Guide to
the Analyses of Genes and Proteins (New York: Wiley, 1998)
Vingron M, Waterman M S J. Mol. Biol. 235 1 (1994)

Gelfand M S J. Comp. Biol. 2 87 (1995); I'enbpaun M C Mo.. 6uoa.
32103 (1998)

Fickett J W Comput. Chem. 20 103 (1996)

Li W Comput. Chem. 21 257 (1997)
http://linkage.rockefeller.edu/wli/dna_corr

Typeirun A 1O, Uewetkun B P KD T 106 335 (1994)

Chechetkin V R, Turygin A'Y J. Phys. A 27 4875 (1994)
Chechetkin V R, Knizhnikova L A, Turygin A Y J. Biomol. Struct.
Dyn. 12271 (1994)

Chechetkin V R, Turygin A'Y Phys. Lett. A 199 75 (1995)
Chechetkin V R, Turygin A'Y J. Theor. Biol. 175 477 (1995)
Chechetkin V R et al. "Reconstruction of hidden repeats in DNA
sequences, their significance, and applications", Ilpenpuat TPU-
HUTHU 0033-A (M.: THUMATOMUNH®OPM, 1996) (na anri.
s13.) c. 42

Chechetkin V R, Turygin A 'Y J. Theor. Biol. 178 205 (1996)
Chechetkin V R, Lobzin V'V Phys. Lett. A 222 354 (1996)

ExoB A A, Ueuetkun B P Mam. mooeauposanue 10 83 (1998)
Chechetkin V R, Lobzin V V J. Biomol. Struct. Dyn. 15937 (1998)
Chechetkin V R, Lobzin V V J. Theor. Biol. 190 69 (1998)
Wsanuuxwii I' P u 1p. buogpuz. 30 418 (1985)

Anbeptc bu np. Moaexyaapuas 6uoro2us kaemxu (M.: Mup, 1986)
Puc 3, Crepubepr M Om kaemku k amomam. Haatocmpupogantoe
86edeHUe 8 MOAeKYAAPHYI0 Ouoao2uro (M.: Mup, 1988)

Teoprues I' I1 Ienwt gvicuiux opeanuzmos u ux sxcnpeccus (M.:
Hayxka, 1989)

I'pocbepr A HO, XoxioB A P Cmamucmuueckas pusuxa makpomo-
aexya (M.: Hayka, 1989)

Creighton T Proteins: Structures and Molecular Properties (New
York: Freeman, 1993)

CrenanoB B M Cmpykmypa u ¢pyuxyuu 6eaxos (M.: Boicimas
mkoJa, 1996)

Britten R J, Kohne E D Science 161 529 (1968)

Trifonov E N Bull. Math. Biol. 51 417 (1989)

Trifonov E N Comput. Chem. 17 27 (1993)

Trifonov E N, Sussman J L Proc. Natl. Acad. Sci. USA 77 3816
(1980)

Hagerman P J Annu. Rev. Biochem. 59 755 (1990)

Olson W K, Zhurkin V B, in Biological Structure and Dynamics (Eds
R H Sarma, M H Sarma) (New York: Adenine Press, 1996) p. 341
Nussinov R J. Theor. Biol. 125 219 (1987)

Staden R Comput. Applic. Biosci. 4 53 (1988)

Crpwxunkuit FO A u ap. Moa. 6uoa. 22 338 (1988)

Wada K et al. Nucl. Acids Res. 19 1981 (1991)

Fickett J W, Tung C-S Nucl. Acids Res. 20 6441 (1992)

Wennon K Pabomur no meopuu ungpopmayuu u kuoepnemuxe (M.:
NNJIL, 1963)

Bleisdell B E J. Mol. Evol. 21 278 (1985)

Bopomosckuit M YO u ap. Moa. 6uoa. 20 1014, 1024, 1390 (1986)
Phillips G J, Arnold J, Ivarie R Nucl. Acids Res. 152611,2627 (1987)
Stiickle E E et al. Nucl. Acids Res. 18 6641 (1990)

Demnnep B Bsedenue ¢ meopuio seposmuocmeii u ee npuiodncenus
(M.: Mup, 1984)

Herzel H, Ebeling W, Schmitt A O Phys. Rev. E 50 5061 (1994);
Chaos, Solitons and Fractals 4 97 (1994)

Mantegna R N et al. Phys. Rev. Lett. 73 316 (1994)

Israeloff N E, Kagalenko M, Chan K Phys. Rev. Lett.76 1976 (1996)
Schmitt A O, Ebeling W, Herzel H Biosystems 37 199 (1996)
Chatzidimitriou-Dreismann C A, Streffer R M F, Larhammar D
Nucl. Acids Res. 24 1676 (1996)

Luo L F Collected Works on Theoretical Biophysics (Hohhot: Inner
Mongolia University Press, 1997)

Herzel H, Grosse 1 Physica A 216 519 (1995)

Mrazek J, Kypr J Comp. Applic. Biosci. 11 195 (1995)

Li W, Kaneko K Europhys. Lett. 17 655 (1992)

Luo L Fetal. Phys. Rev. E58 861 (1998)

Peng C-K et al. Nature (London) 356 168 (1992)

Nee S Nature (London) 357 450 (1992)

Karlin S, Brendel V Science 259 677 (1993)



T. 170, Ne 1] MOPAAOK U KOPPEJIALMU B TEHOMHBIX INOCIEJOBATEJIBHOCTAX AHK 81
65.  Chatzidimitriou-Dreismann C A, Streffer R M F, Larhammar D 97. Eigen M et al. Sci. Am. 244 88 (1981)
Eur. J. Biochem. 224 365 (1994); Biochim. Biophys. Acta 1217 181 98.  Zhurkin V B Nucl. Acids Res. 9 1963 (1981)
(1994) 99. KyprJ, Mrazek J Int. J. Biol. Macromol. 9 49 (1987)
66. Kamutonos B B, TutoB I I Joxaader PAH 337 810 (1994) 100. Leadbetter M R, Lindgren G, Rootzen H Extremes and Related
67. Borovik A S, Grosberg A Y, Frank-Kamenetskii D F J. Biomol. Properties of Random Sequences and Processes (New York: Sprin-
Struct. Dyn. 12 655 (1994) ger, 1983)
68.  Shnerb N, Eisenberg E Phys. Rev. E 49 R1005 (1994) 101. Mani G A J. Theor. Biol. 158 447 (1992)
69. Stanley H E et al. Nuovo Cimento D 16 1339 (1996) 102. Eigen M, Winkler-Oswatitsch R Naturwissenschaften 68 282 (1981)
70.  Allegrini P et al. Phys. Rev. E 57 4558; 58 3640 (1998) 103. Lagunez-Otero J, Trifonov E N J. Biomol. Struct. Dyn. 10 451
71.  Viswanathan G M et al. Physica A 249 581 (1998) (1992)
72.  ActadpbeBa HM V@ H 166 1145 (1996) 104. CurranJ F, Gross B L J. Mol. Biol. 235 389 (1994)
73.  Arneodo A et al. Phys. Rev. Lett. 74 3293 (1995) 105. Almagor H J. Theor. Biol. 117 127 (1985)
74. Altaiskii M, Mornev O, Polozov R Genetic Analysis: Biomol. 106. Zhang C-T, Chou K-C J. Mol. Biol. 238 1 (1994)
Engineer. 12 165 (1996) 107. Mrazek J, Kypr J J. Mol. Evol. 39 439 (1994)
75.  Tsonis A A et al. Phys. Rev. E53 1828 (1996) 108. Lio P, Ruffo S, Buiatti M J. Theor. Biol. 171 215 (1994)
76. Arneodo A et al. Physica A 249 439 (1998) 109. Frank G K, Makeev V J J. Biomol. Struct. Dyn. 14 629 (1997)
77. Bernardi G Annu. Rev. Genet. 29 445 (1995) 110. Johnson R L et al. Science 272 1668 (1996)
78.  Fickett J W, Torney D C, Wolf D R Genomics 13 1056 (1992) 111. Gailani M R et al. Nature Genetics 14 78 (1996)
79.  McLachlan A D, Stewart M J. Mol. Biol. 103 271 (1976) 112. ExoB A A u ap. Pocc. scyprai koxchvix 6o.aesneti (1) 17 (1999)
80. Silverman B D, Linsker R J. Theor. Biol. 118 295 (1986) 113. Godreche C, Luck J M J. Phys. 4 23 3769 (1990)
81. HeeB A A u np. buoghus. 34 564 (1989) 114. Cheng Z, Savit R Phys. Rev. A 44 6379 (1991)
82.  McLachlan A D J. Phys. Chem. 97 300 (1993) 115. Li W Phys. Rev. A 43 5240 (1991)
83. Makeev V J, Tumanyan V G Comp. Applic. Biosci. 12 49 (1995) 116. Wang Y-H et al. Science 265 669 (1994)
84. Lee WJ, Luo L F Phys. Rev. E56 848 (1997) 117. Bates G, Lehrach H Bioessays 16 277 (1994)
85.  Kyrysosa I' U u np. buoghusz. 42 354 (1997) 118.  Analysis of Triplet Repeat Disorders (Eds D Rubinsztein, M Hayden)
86. Felsenstein J, Sawyer S, Kochin R Nucl. Acids Res. 10 133 (1982) (Oxford: BIOS, 1998)
87. Benson D C Nucl. Acids Res. 18 3001, 6305 (1990) 119. Bina M J. Mol. Biol. 235 198 (1994)
88. Cheever E A, Overton G C, Searls D B Comp. Applic. Biosci.7 143 120. Beckmann J S, Trifonov E N Proc. Natl. Acad. Sci. USA 88 2380
(1991) (1991)
89. Arques D G, Michel C J, Oriex K Comp. Applic. Biosci. 8 5 (1992) 121. Arques D G, Michel C J Nucl. Acids Res. 15 7581 (1987)
90. Voss R F Phys. Rev. Lett. 68 3805 (1992); Fractals 2 1 (1994) 122. Vogt P Human Genet. 84 301 (1990)
91.  Mapnn C JI Lugposoii cnekmpaibHblil aHAAU3 U €20 NPUAOICEHUS 123. Arques D G, Michel C J J. Theor. Biol. 143 307 (1990)
(M.: Mup, 1990) 124. Xamepmewmr M Teopus epynn u ee npumenenue K (usuueckum
92.  Bau Kamnien H I' Cmoxacmuueckue npoyeccol 6 usure u xumuu npob.aemam (M.: Mup, 1966)
(M.: Boicinas mkosa, 1990) 125. ®enep E @pakmaavt (M.: Mup, 1991)
93.  Amnpgepcon T Bgedenue 6 mHo2omepHblii cMamucmuyecKuil anaius 126. Novak R Science 263 608 (1994)
(M.: ®usmatrus, 1963) 127. Drexler K E Annu. Rev. Biophys. Biomol. Struct. 23 377 (1994)
94. Low R L, Arai K, Kornberg A Proc. Natl. Acad. Sci. USA 78 1436 128. Aiana @ Bsedenue 6 nonyAayuoHnyio u 360AI0YUOHHYIO 2CHEMUKY
(1981) (M.: Mup, 1984)
95. Tpun H, Crayr V, Teitnop [ buoaoeus (M.: Mup, 1993) 129. Chechetkin V R, Lobzin V V J. Theor. Biol. 198 197, 219 (1999)
96. Crick F H C et al. Origins Life 7 389 (1976) 130. JIo63un B B, Ueuwetkun B P JKDT® 116 620 (1999)

Order and correlations in genomic DNA sequences. The spectral approach

V.V. Lobzin

Institute of Terrestrial Magnetism, lonosphere, and Radiowave Propagation, Russian Academy of Sciences

142092 Troitsk, Moscow Region, Russian Federation

Tel. (7-095) 334-01 13. Fax (7-095) 334-01 24

E-mail: lobzin@top.izmiran.troitsk.ru

V.R. Chechetkin

Troitsk Institute for Innovation and Thermonuclear Investigations
142092 Troitsk, Moscow Region, Russian Federation

Tel. (7-095) 334-50 57

The structural analysis of genomic DNA sequences is discussed in the framework of the spectral approach, which is sufficiently universal
due to the reciprocal correspondence and mutual complementarity of Fourier transform length scales. The spectral characteristics of
random sequences of the same nucleotide composition possess the property of self-averaging for relatively short sequences of length
M > 100—300. The comparison with the characteristics of random sequences determines the statistical significance of the structural
features observed. Apart from traditional applications to the search of hidden periodicities, spectral methods are also efficient in
studying mutual correlations in DNA sequences. By combining spectra for structure factors and correlation functions, not only integral
correlations can be estimated but also their origin identified. Using the structural spectral entropy approach, the regularity of a sequence
can be quantitatively assessed. A brief introduction to the problem is also presented and other major methods of DNA sequence analysis

described.
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