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KOMMEHTAPUUN

MeToa OlIeHKH BBINIOJTHUMOCTH BTOPOI0 NMpaBuJjia
Yapradda. TectupoBanue npaBujia Ha 0AKTEPUATIbHBIX
XpOMOCOMax

ITanoxos B.B.

Hnemumym mamemamuueckux npobaem o6uonrocuu PAH — ¢punuan Uncmumyma
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Annomayusa. B 1979 romy UYapradd omyOnamkoBam —MaTeMaTHYECKYIO
(OpMYIHPOBKY CBOETO BTOPOTO MpaBWIa, KOTOPOE 3aKII0YaeTCs B TOM, YTO B
KOKIOW M3 KOMIUIEMEHTapHBIX Iened nByx wnenoueunoit JIHK wabiromaercs
PaBEHCTBO KOJIMYECTBA aJ€HWHA KOJIMYECTBY THMHHA M PAaBEHCTBO KOJIMYECTBA
TyaHWHa  KOJIMYECTBY LMWTO3MHA. OTO MPaBWIO, K HACTOAIEMY BPEMEHH,
MIPOBEPEHO Ha MHOTOYHCIIEHHBIX IPYIIax Mocel0BaTeIbHOCTEN OTHOCAIIMXCS K
pa3NUYHBIM OpraHW3MaM U, @puU HEOOJBIIOM KOJMYECTBE HCKIIOUCHHUH,
MOIATBEP)KACHO B OOJIBIIMHCTBE CIIyyaeB, HO 3aKJIIOYEHUS O BBIIOJIHUMOCTH
IIpaBUjIa HOCAT CKOpee KaueCTBEHHBIM YeM YMCIIECHHBIN xapakrtep. Hackonbko Ham
W3BECTHO, MAaCIITAaOHBIX TECTHPOBAHHH MpaBHia HA OAKTEPUANBHBIX TEHOMAax He
mpoBoamiiock. B mpemmaraemoit  pabote mpaBmiio Tectupyercss Ha 38830
OaKkTepUaNbHBIX HEBBIPOKACHHBIX  IOCIEIOBATENLHOCTSX M3BICUEHHBIX U3
punosutapuss NCBI GenBank 2023. MsI ocyiecTisieM 0oJjiee MOJHBIH, 4eM 3TO
INPUHATO B JIHUTEpaType, CTATUCTHUYECKWH, aHAIU3 BBHINOIHUMOCTH TpaBHIa B
OaxTepuanbHbBIX reHomax. lIpemioikeH HOBBIM MOAXOJ K OLEHKE CHPaBEAIHMBOCTH
MpaBHIa.

Knrouesvle cnosa: smopoe npasuno Yapeagghpa, cenomvr baxmepuii, Hepagencmeo
Buvicouanckoeo — [lemynuna

BBEJIEHUE

Ha ocHOBaHMM OMOXMMHYECKHX OKCIEPHUMEHTOB C Xpomocomamu [1]  Obuio
chopmynupoBano BTopoe mpasmio Yapradda (parity rule, PR2), koropoe 3akitouaetcs B
TOM, YTO Ha T€HOMHBIX MOCJEI0BATEIbHOCTIAX UIMHOW Oosbie 100 ThICSY HYKIEOTHIHBIX
nap (H. 11.) BBIIOJHSACTCS PABEHCTBO KOJMYECTB T'YaHWHA W IUTO3WHA U PABEHCTBO KOJHYECTB
aJicHMHA ¥ TUMUHa [2].

C HakoIUIGHHEM CEKBEHHPOBAaHHBIX JaHHBIX, TpoBepka PR2 Ha pa3mudHBIX
MOCJIEI0BATENIBHOCTAX IPOJEMOHCTPUPOBAJIA XOPOIIUH YPOBEHb COOTBETCTBUS ATOMY
npasuiy, [3-6]. Jlamee ¥ 10 HACTOSIIEr0 BpPEeMEHH MPAaBHJIO AKTHBHO TECTHPOBAIOCH B
CKOJIB3SIINX OKHAX, B KOAMPYIOUIMX M HE KOAMPYIOUIMX OOJNacTsAX, B BHUpycax OakTepusx,
apxesix, MUTOXOHIPUAX M Xpomocomax dyenoBeka [/—18]. B OonpmiMHCTBE pabOT aBTOPHI
TECTUPOBAHUS COOOIIAIOT O COOTBETCTBUU NpaBmily PR2, HO Habm0Aal0TCsA U OTKJIIOHEHUS OT
npaBuiia, HAIPUMEp, B OpraHeiuiax ¥ MUTOXOHApusxX [11, 12], B HEKOTOpBIX reHax OakTepuit
[16] u B HekoTopwix OakTepuanpHbIXx TreHoMax [17]. Brmmonnenwe mnpasuna Yapradda
CTUMYJIMPOBAJIO TOMCK MEXaHW3Ma, ero momiepxkuBaromiero [6, 7, 19-22]. Hecmorps Ha
oOmnue paboT B JIaHHOM  HampaBleHUM, (QOPMAJIbHBIA  YHCICHHBIM  KPUTEPHIA,
XapaKTepU3YIOIUH BBIIOJHUMOCTh WJIM HEBBIMONHUMOCTE PR2, He momydeH u 1o
HACTOSIILIEr0 BPEMEHU. JTO IPOUCTEKaeT M3 TOro, 4ro B paboTax H3y4aloTCs BechbMa
OTpaHWYEHHBIE MO O00BEMY BBIOOPKH TOCIIEIOBATEIBLHOCTEH M OOIIEH HANpaBJICHHOCTH B
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uccienoBanusax He Habmomaercs: “limited set of sequences; purely qualitative results, flawed
quantitative analysis, or lack of characterization” [9]. Croza cienyer 106aBUTh, YTO METOIBI
OIICHKU CIpaBeUIMBOCTH mpaBuia Yapradda HE SBISIOTCS CTATUCTHUYECKHUMH, TO €CTh,
o61acTh MpUMEHUMOCTH TpaBuiia PR2 B paboTax He onenuBaercs [17].

B monaTepkaeHMEe CKa3aHHOTO BBIIIE PACCMOTPUM METOJ APTYMEHTAIMH BBIMOTHCHHUS
PR2 B panneii padore Prabhu [3], aToT MeTox cTan TUIIHYHBIM, BCIACACTBHE €r0 PUMCHEHUS
nocneayommumu apropamu. s 32 opranmsmoB aBtop mpuBoguT G— m C—cocraB mis
COOTBETCTBYIOIIMX HUTEH U coolmiaet, uto Mmexay G— u C—cocTtaBoM UMEET MECTO JIMHEHHas
perpeccust ¢ KO3PPUIMESHTOM KOppesauuu OJu3kuM K 1, HO koddduimeHTs perpeccun npu
9TOM He mpuBOAsATCsA. Ha 3TOM OCHOBaHMHM JenaeTcs BBIBOJ, YTO B JaHHOM ciydae PR2 s
G- m C-—cocraBa BbeImONHSETCS. Hamm BBIYUCIEHUS IMOKa3bIBAIOT, YTO HMMEET MECTO

cienyromast  (G,C) —perpeccuss  C =-1065.80+1.023G, corr = 0.9974. Kosdpdunuenrt

HAKJIOHA MPSMOU OMU30K K eIUHUIle, 9TO ToBopHUT 0 Oim3octu G— u C—cocraBoB. Ho atmx
CBEJICHMI, MO HalleMy MHEHHUIO, HEJOCTaTOYHO JUIs BbIBoAa O BeimoiHuUMOcTH PR2. B
paccmarpuBaemMoM ciydae |G —C |Bapbupyer ot 20 10 3296, 4TO0 TOBOPHUT O CYIIECTBEHHON

HeonHopoaHocth G-, C—cocTaBa B aHAIM3HPYEMBIX [OCIIEIOBATEIBHOCTAX. [lodTOoMy
JIOTIOJTHUTEIIbHBIN aHAIN3 TAaHHBIX HEOOXOIMM JIsl IIPOBEPKHU BhITOTHUMOCTH PR2 B nanHON
BBIOOpPKE.

[Tpumenenne nuneitnsix (G,C)—, (AT)—perpeccuit ans ouenku PR2 obcyxnaercs

HAMU HWXKEe B oTAenbHOM mnaparpade. IlokazaHo, 4YTO A3TOT METOA MOXKET CIYXUTh
KaueCTBCHHOW OIICHKOW BHIMOTHIUMOCTH PR2.

Craructuueckuii ananus npasuia Yapradda 6onee nnpopmaruseH, tak padots [17, 23]
OOHApPY)KUBAIOT B M3y4aeMbIX BBIOOPKAX XPOMOCOM TPYIIBI C CYIIECTBEHHBIM Pa3InYHEM
BeInoaHUMOcTH PR2. OGnactu pa3nu4yHOro OTKIOHEHHUS OT MpaBHJIa OMPENEsIOTCS B 3THUX
paboTax Ha OCHOBE AaNpPHOPHO HA3HAYAEMOIO YPOBHs 3HAYMMOCTH, a B [17] mcmomb3yercs
emé OAMH JOMOJHUTENbHBIN mNapaMerp, IJIMHA (QparMEeHTOB, Ha KOTOpbIE pa30UBAIUCH
XPOMOCOMBI, C LIEbI0 MpuMeHeHus kputepusi Konmmoroposa — CMupHOBa.

B sto0ii paGote MBI Takke OOHapYKMBaeM HEOJHOPOJHOCTH BhImonHeHUss PR2 B Habope
OaKTepHalbHBIX XPOMOCOM, YTO BBIPAKAETCS B BHJE JABYX 0OJacTeld THUNHYHBIX H
HKCTPEMAJIbHBIX OTKJIOHEHUH, MEXAy KOTOPHIMH HaXOJUTCS TaK Ha3blBaeMas MOpOroBas
30Ha. [Ipu 3TOM MBI HE BBOAMM anpuOpH 3HAUCHHI KaKUX-THOO MapaMeTpoB, a MCIOIb3yeM
aroCTepUOPHBIN MOIX0/, KOTOPBIN 3aKIII0YaeTCsl B TOM, YTO I'PaHUIIBI 001acTell ¢ pa3TuuHon
CTETeHbI0 BBHIMONHUMOCTH PR2 ompenensrorcss Ha OCHOBe aHaimW3a paclpeleieHus
HEKOTOPBIX CTATUCTUK. AJITOPUTM BBIJENEHUS obnacteil Oasupyercss Ha TeOpUHU
IKCTPEMAITLHBIX BEJTUYMH.

IIperiaraemelii MOAXO0J peIIaeT OCHOBHOM BOMNPOC, BHITEKAIOIIUN W3 MHOXKECTBEHHBIX
TecTupoBaHuil npasmia Yapradda, a UMEHHO, OTpaKkaeT JI 3TO MPABHIO (PyHIaMEHTATbHBII
3aKOH MPUPOIbI, Kak nutieT Kyuun [24], «unu SBiseTcs, JUIilb, CBOET0 pojia CTATUCTUIECKOM
3aKOHOMEPHOCTBIOY.

MATEPHAJIBI

OOBeKTOM Hallero TeCTUpOBaHUs MpaBuia ABIOTCA 38830 GakTepHaIBbHBIX XPOMOCOM,
HE coJieprkantie BeIpoxkaeHubie Hykieotunsl S, W, R, Y, K, M, B, D, H, V, N ¢ cymmapHoit
mmuorn 150484510033 w.m. m ¢ guanasoHom mmmH 61247-16040666 wH.m., naee
uMmenyemble Habopom Ch23. Hyxneoruansie mocnenoBarensbHocTn Ch23 u3BjiedeHbl U3
GenBank o cocrosHuio Ha OKkTA0ps 2023 rona.

GCAT-cocrap HutH Xpomocombl 310 4erBépka (G,C,A,T) KoimvecTBa HYKICOTHUIOB
KaXI0TO0 BHIA B mnocnenoBarenpHoctH, G+C+A+T=sgL, sqgL - mimHa

OCJICA0OBATCIBHOCTHU.
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TTAHIOKOB
TectupoBanue mnpasuina Yapradda ocymiecTBiasieTcs MOCPEICTBOM H3YyYEHHs BEITHMUUH
|G, —C,| mu |A—T,|, rme s — Homep xpomocombl B Ch23. B tabmune 1 nmoka3zaHbl 3HaAYCHHS

3TUX BEIUYHH VISl YETBIPEX XPOMOCOM.
Tadonuua 1. BennauHbl HyKJICOTHIHOTO COCTaBa JJIsl BOCbMH Xpomocom B Ch23

NCBI ID sqL IG-C| NCBI ID sqL IA-T]|
LN890288.1 650317 0 CP011853.1 4428727 0
CP104509.1 | 5138011 0 CP039716.1 | 4789195 0
CP098482.1 | 5369373 173789 CPO13196.1 | 4298263 153117
CP072117.1 8896274 175032 CP040450.1 3741012 200122

Tak xak Bropoe npaBmio Yaprapda paBHocuinbHo paBeHctBam |G—C|= 0, |A-T|=0, To
MBI Ha0JIF0/1aeM CYIIECTBEHHBIC BapHallMK OTKIOHEHUs oT PR2.

JIOTOBOPEHHOCTHU U OBO3HAYEHUA

O6o3nagaem N =|Ch23| — kommyectBo xpomocom B Habope. YwucieHHas BBIOOpKA
oobéma N paccmatpuBaeTcs kKak BEKTOp X = (X, X,...Xy), CUMBOJ X IO KOHTEKCTY, TaKKe
03HAYaeT CChUIKY Ha MPOU3BOJIBHYIO KOMIIOHEHTY BEKTOpa X.

JIasi yCTAQHOBIEHUS CBS3M MEXKAY X M Y UCHOJb3yercs iuHeilHas Y =a+bx wu
KBajpaTHuHas perpeccus Y =a+bx+cx’, rae koaddumueHTs a, b, C BEIUMCIAIOTCS METOA0M
HAUMEHBIIIAX KBaJIPaToB. Ommbka perpeccuun OIICHUBACTCS BEITMYHHON

err =100 [1-Y;/y;|/N.

Kak 00b14HO, 1L 1 G 0003HaYaeM cpejiHee 3HAUCHHE U CTAHAPTHOE OTKJIOHEHHE BHIOOPKH,
log() =109,,(). Bemmumna p-value s BBIOOPOYHOrO 3HAYEHHS X; OITO BEPOSTHOCTH

npeBbIcUTh 3HaueHHe X, P(X)=Pr(t>x). Ms Oyzem paboraTb ¢ YHUMOJIAIBLHBIMU

BBIOOpKaMHU X , B 3TOM ciIydae o teopeme Bricouanckoro - [lerynuna [25]
p(x)<4/9(1+12%), z=(x—-p)/o.

[TpouymepoBaB xpomocombl B Ch23, mbr momydaem GCAT-cocraB Habopa B BHIC
uyerBépku BektopoB (G,C),(AT) tak, uto (G,,C,),(A,T,) ectb GCAT—cocraB BbIOpaHHOI
HUTH S—TOW XpomocoMmbl, ipu 3ToM GCAT—cocTaB anbTepHATUBHON HUTH YUCIECHHO OyeT
takum (C,,G,),(T,, A). Takum o6pa3om, Mbl uMeeM 2" BO3MOMKHBIX YETBEPOK BEKTOPOB,

npencrapisomnx GCAT—cocraB Habopa reHOMOB. PesynbTaThl Hamlel paboThl HE 3aBUCST
OT BBIOOpA TaKO# YeTBEPKH, TO €CTh, HE 3aBUCST OT BEIOOpA HUTH XPOMOCOMBEI.

JUHEUHASA PETPECCUA

Ha koHKpeTHOM TpuMepe U3 BOCBMH OakTepHallbHBIX XpoMocoMm Habopa Ch23
paccMOTpUM MeETOJ] JIMHEHHON perpeccuu JUisl OLEHKH BBIIOJHMMOCTH BTOPOTO IpaBMIIa
Yapradda AT—cocrana.

Jnst ouenku PR2, B cOOTBETCTBUM ¢ IPUHATONW METOAMKOM, HY>)KHO BBIYUCIIUTD JIMHEHHYIO
perpeccuro T =a+bA, rne T u A GepyTcs U3 COOTBETCTBYIOMIMX CTOIOLOB Tabmuel 2. B
3aBUCUMOCTH OT BBIOOpA HUTH MBI, B JAaHHOM Cllydae, UMeeM 28=256 BapUAHTOB TAOJHII H,
CJIeZIOBaTeNIbHO, CTOJBKO ke perpeccuil. HyxkHa 10roBOopEHHOCTH 0 BhIOOpe BapuaHTta. [lpu
dopmupoBaHUN TaOMUIBl 2 MBI Opanu B XpomMocoMe Ty HUTh y kKoTopo A=T. Ilocne
BBIYHCIICHUST KOAPHUIMEHTOB & U D anms Tabmumbl 2 ecTECTBEHHO MOMHTEPECOBATHCS, a
KaKOBbI K03(GUIMEeHTHI perpeccur a u b st octanbHbIX 255-T1 Tabnuu. [lepedop He umeert
CMBICIIa, HO BapHaHT, KOTOPBIM HAMpAIIUBACTCSA, 3TO PETPEcCHsl U albTePHATUBHOU
TaOMUIBI, TO €CTh, C HHUTAMH, AIbTEPHATHUBHBIMH HHUTAM TaOmuibl 2. OueBUAHO, UTO
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perpeccusi I aJIbTEPHATHBHOW TaOJUIBI COBIAJaeT ¢ perpeccued Buma A=a-+DbT mis
Tabmuis! 2. COBOKYIMHOCTD BEIYUCIICHHH coOpaHa B HIKeceayroei rabuure 3.

Tabauna 2. Beioopka u3 BOCBMH XpOMOCOM

Ne NCBI Id sqL A T A-T

1 CP040450.1 3741012 1283900 1083778 200122
2 CP013196.1 4298263 1597731 1444614 153117
3 CP098482.1 5369373 1582052 1457550 124502
4 CP090316.1 2611810 688706 567580 121126
5 CP072850.1 1036449 274363 274363 0

6 CP090495.1 3201356 934710 934710 0

7 CP040551.1 3116035 493411 493411 0

8 CP011853.1 4428727 708664 708664 0

Taoauna 3. Beiuuciienus

Bri0opka, K(;Id:l- ? A]iIOI;T(;Ep; ' Koapdunuuent Cpennee
XPOMOCOMBL | "' A | A =g+ bT KOppeJIsiiuu A-T
1+4 0.98 1.01 0.99637 149716.75
1+8 0.8747 1.1246 0.99187 83525.6
1,5+8 0.822 1.18 0.985

Tabnumna 3 nemMoHCTpHUpYyeT Cleayrollue, HexenarenbHble s oneHku PR2, cpoiictBa
JIMHEHHOM PEerpecCcum:

I) Tlo undopmanmu, KOTOPYO MPEAOCTABISICT JMHEIHAS PErpeccHs, BBIYMCICHHAS LIS
KOHKPETHOW TabIHIIBI, XpOMOCOMBI 1—8, He TIO3BOJISIET BBIIBUTH B BEIOOPKE TPYIIIT XPOMOCOM
C CYILIECTBEHHO pa3IMYHOMN CTENEHbIO BhIOJHUMOCTH PR2.

I1) BumaHo, 4TO, IIpH BKIIFOYCHUH B BBIOOPKY XPOMOCOM C HYJICBBIM OTKJIOHEHHEM OT PR2,
BBINOJIHUMOCTh TpaBWJIa PacIIMPEHHOW BBIOOPKOI, Cyasd Mo cpeaHeMy, OT BenMuuHbl A—T
yAYYIIHIOCh. B TO ke BpeMs H3MeHEeHUs KodpduimeHTta D roBopsT 00 yBenTUueHHH
OTKJIOHEHUS JMHMM perpeccun oT mnpsmMod A=T, To ecTb, ¢ 3TOH TOUKH 3peHHUs
BBIITOJIHUMOCTH MPaBUIIa YXyALIIIACh. Hannuio HeMmoHATHOE IPOTHBOPEYHE.

1) KoadduumeHT koppensiyu MpakTHUECKd HE OTpakaeT Haiuume B BbhIOOpke 1-8
XPOMOCOM C HYJIEBBIM OTKJIOHEHUEM OT PR2.

IV) Tlocnenmusiss cTpoka TaOJHIBI JEMOHCTPHPYET BeChbMa 3aMETHYIO 3aBHCHMOCTB
k03¢ dunmenta b or Beidopa HUTH XpoMocoMsl Tipu popmupoBanuu AT—cocTasa.

V) OrtcyrcTBrue KpuTepHsl BBITONHUMOCTH PR2 He MO3BOJSIOT CpaBHHMBATh CTEMCHb
BBITTOJIHUMOCTH TPABHJIA B PA3IMYHBIX BEIOOPKAX XPOMOCOM.

ITOCTAHOBKA 3AJIAYA

B pamkax craructukm, npaBwio PR2 Moxer OBITH cHOpMyIHpOBAHO Kak HyJIeBas
rurnore3a, koropas, npumeHuTenbHO K GC-cocraBy ummeer Bujg G =C.OO6cymuMm 1Ba
BapHaHTa paboThI C 3TOI TUIIOTE30H.

OauH BapuaHT 3TO OLIEHKA SKBHBaJIeHTHOCTHU pacnpeneneHuii Gu C. B atom ciydae
HyneBas runoresa nepexoaut B rumnoresy dist(G,C) >A, [26], rae B kauectBe dist moryr
BBICTYIIaTh PACCTOSHHS XEJUTMHTepa, MONHOM Bapwanuu, KysinOaka - JIéiOnepa u apyrue
[27]. DToT BapuMaHT MBI HaxOJAMM HENPHEMJIEMBIM IO IBYM mpuunHaMm. Kak BHIHO u3
BO3MOYKHBIX BapuaHTOB, diSt — 310, BOOOIIE TOBOPS, CyMMa JIOKAJIBHBIX PACCTOSHUN MEKITY
komnoHentamu (G,,C.), 1<s<N. A cymMMupoBaHHE «YyCpPEIHSET, 3aTYIIEBHIBACT)

HeoxHopoaHocth B pactpenenenun dist(G,,C,), koTopyro Mbl 0XuaaeM B OaKTepHATbHBIX

497

Mamemamuueckas 6uonoeus u buoungopmamura. 2025. T. 20. Ne 2. doi: 10.17537/2025.20.494



ITAHIOKOB

XpoMmocomax. M BTopas mpuymHa — 3TO TO, YTO YHUCIECHHOE 3HaueHue A 3ama€r KpUTepuiu
BBIOJHUMOCTH PR2, KOTOpBIH, Kak TOBOPUIIOCH BO BBEICHUH BBIIIIE, €1IE HE YCTAHOBJICH.

Mpbl OCTaHOBWINCH Ha JPYrOM BapUaHTE OCHOBAaHHOM Ha TEXHUKE 3KCTPEMaIbHBIX
snayenuit EVT, [28-30].

EVT mupoko wucmons3yercs Ui OLEHKH (PUHAHCOBBIX PUCKOB U Ui IpPEICKa3aHUs
IPUPOJHBIX KaTaKIU3MOB, KOTOpBIE MPOTEKAIOT IO cienyromeil cxeme. OObluHbIE COOBITUS
HA0JII01aeMOT0 SBJIEHUS 00pa3yroT MpaBblii XBOCT mena PACIPENETICHHS ¢ SKCIIOHEHIUAIBHO
yObIBaroIIeil BEPOATHOCTHIO, HE JOCTHras IPHU 3TOM MAJOBEPOSATHBIX 3HAYEHUH, B TO XKe
caMO€ BpeMs B pACHpPEIEICHUH HMEETCS OHKCMPEeMalbhblli X60CM W3 MallOBEPOSATHBIX
COOBITHIA, KOTOPBI CliaiaeT ropas3io MeaieHHee dKcrnoneHTsl [31]. TInoTHOCTH BeposITHOCTH
9KCTPEMAJIBHBIX XBOCTOB Kiaccupuuupyrorcs teopemoil ['Henenko — ®Pumepa — Tunnerra
[32].

Mel cTaBuM CcBOE€H 3amadyedl ONpeAciieHHWE IOPOrOBbIX 3HAYCHWM, OTICIIAIOIINX
HKCTPEMAaNIbHBIA XBOCT OT TeJa MpH Bapualuu BeimoHuMoctd PR2 B BbiOopkax GC— u AT—
COCTaBa.

TECTUPOBAHHUE BTOPOI'O IIPABUJIA YAPTA®DA

CriocoObI ompesiesieHHe MOPOTOBBIX 3HAYCHHMU, Pa3NENIIONIMX TEJIO PACIpEICICHUs U
IKCTPEMANIbHBIA XBOCT, IIMPOKO mpexacTtaBieHbl B jureparype [33-35]. Ho wmenbro Takmx
paboT SBJISIETCS HE BEJIIMYHMHA IOPOTa, a BUJ PACHPEICIICHHs IKCTPEMAIBHOTO XBOCTA, YTO
HEOOXOAMMO ISl OLIEHKH Pa3HOTO poja puckoB. OOmero meroga 37€Ch HET M MOITOMY
METOJIbI pA0OT COOTHOCSATCS C paCCMaTPUBAEMbIMU JIAHHBIMH, TIPU 3TOM CIIOCOO ONpPEIeICHU S
MOpOTa 3aBHCUT OT TMIIOTE3bI OTHOCHTEIBHO PACIIPEICTICHUSI XBOCTA.

B nipoTHBOIOI0)KHOCTh CKa3aHHOMY, MBI, JJIsl ONIPEICIICHUS IIOPOTOB, OEPEM 3a OCHOBY HE
OKCTPEMAJIbHBIA XBOCT, a Teno pacmnpeneneHus. Cpa3zy 3aMeTHM, YTO OINPEACIUTh
KOHKPETHYIO BEJIHYMHY IOpora, 0e3 amprHopH Ha3Ha4aeMbIX IapaMEeTPOB THIIA YPOBHs
3HAYUMOCTH, BOOOIIC TOBOps, HEBO3MOXXHO. [l03TOMY MBI BBIYHCIIIEM WHTEpBall (janee:
MOPOTOBasi 30Ha), KOTOPBIN pa3AemsieT TeJIO0 U HIKCTPEeMaIbHbIA XBOCT.

Ycnex BBIUUCICHHUS OOYCIOBJICGH CTATUCTHUKOM, YYBCTBUTEIBHOW K HEOIHOPOJIHOCTH
BeinonHeHust PR2. Onpenennm cratuctuku X :

Xls :|G5_Cs|/\](Gs+Cs 1 X2$:|A§_Ts|/\l(A§+T5)’ 1<s<N.

I'ucTorpaMmel pacripeie/ieHust TUX CTATUCTHK 110 Habopy Ch23 yHUMOIaIbHBI.
3amernM, uro, eciu npu msmepennn (G,,C,)—, (A, T,) —cocraBa XpoMOCOMBI, Cllenys

PR2, BBIIBMHYTH THNOTE3y O CIyYailHOM DPaBHOBEPOSTHOM TIOSBJICHWM KaK TyaHWHA H

2 2
IIUTO3MHA, TaK U O PAaBHOBEPOSTHOM IOSIBIICHUU aJICHWHA M TUMHHA, TO X, U X, HUMEIT
¥2-pacmipejieNieHue ¢ OJHOH CTETNEeHbI0 CBOGOIBI.

Ta6auna 4. [Tapamerpsr craTUCTHK X

X | Bapuanusi X | Bapuanus p-value 1) c n+3c Bapuauus
X1 ]0.0+198.71 0.00042 - 0.44 4.215 6.011 22.250 |G—C| 0-175032
X2 | 0.0 +130.06 0.00047 - 0.44 3.510 4.117 15.860 |A-T| 0-200122

Becema Mmanbie 3HaueHust p-value B Tabmuiie 4 roBOPAT O HAIWYHKA DKCTPEMAIBLHOTO
XBOCTa B paclpeeNieHu! CTaTUCTUKU X.
Jl71s1 onipesiesieHrsi TOPOTOBBIX 30H Oy/IeM UCTIOIb30BaTh CTATUCTUKU R :

R =log(X,)<24 wu R,=log(X,)<2.1.
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METO/] OJEHKH BAITIOJIHUMOCTH BTOPOI'O IIPABHUJIA YAPI'ADPDA

B cuny monotonHoctn ¢yHkimu log(), mepexon ot X k R — 310 mepexox k Apyromy
MacmTaly, HO3TOMY FMCTOrpaMMa pacipezeneHus R Takke yHUMOAaIbHa.
[IpemiaraeMblii HAaMM METOJ, OIIPENEICHUsI TIOPOTOBOM 30HBI ONMPAETCA Ha CIEAYIOLIUI

npus3Hak Hamuuusa xsocra [36]: ecmm F(X) =Pr(R>x), to limF(x)e” =w,Ve>0, B TO

BpEMsl, KaK CKOPOCTb YMEHBILEHUS BEPOATHOCTH B 00JAacTH IPAaBOIO XBOCTA Teja ropasjio
BbIlIE. DTO MPUBOAUT K TOMY, YTO HEBO3MOXKHO allpOKCHUMUPOBaTh pacupeznencHue s R
onHOW (yHKIMEH, MOCKONbKY Takas (yHKIus — nubo OblcTpo yObIBaromias, ¥ TOT/Aa Ha
9KCTPEMAJILHOM XBOCTE IIOJIydaeTcs HempuemiieMas oIMOKa anmpokcumanuu. Eciam ke
BBIOpaTh (PyHKIIMIO, OCHOBBIBasICh Ha TeopeMe ['Henenko — @umepa — Tunmerra, TO 3TO JacT
YIOBJICTBOPUTEIBHYIO alIIPOKCUMALMIO OJKCTPEMAIBHOIO XBOCTA, HO HENPUEMIIEMYIO
OIIMOKY anmpoKCUMAIIMH Tela.

Pucynok 1 neMoHCTpHpyeT pasHble CKOPOCTH MaJ€HUS BEPOATHOCTH B IPAaBOM XBOCTE
pacnpenenenus R.

110 n(R)

0 01 02 03 04 05 06 07 08 09 1 11 1.2 13 14 15

o
~
o
>
N
N

22 23

Puc. 1. I'padux dpynxmuu 100F (X) mist cratucrukn R. KpacHas nmuHusT — 3TO KBagpaTU4HAs PETPECCHUs

¢ynkum ¢ ommbOkod 118663 % w C TNPUHIMNHMAIBGHO HENpPaBWIBHOM anmpoKcHManued xoxaa
9KCTPEMAIILHOTO XBOCTA.

ANTOpPUTM BBIYHMCIICHUSI TOPOTOBOM 30HBI 3aKIOYaeTCs B (POPMUPOBAHUM YCEUEHHBIX
pacnpeneneHuit uisi R mocpencTBoM mociaenoBaTenbHOIO yAajdeHUsl KpailHel mpaBod TOUYKU
U3 TOW TUCTOTPaMMBI, KOTOpask MOJydeHa Ha MPeIbLAYIIEM mare. Y ceu€HHOe pacipeaeieHue
s R annpokcuMupyeTcst KBaapaTHuHO# perpeccueit. OneHnBaeTcsi Ka4eCTBO PErpecCuu
HAa OCHOBaHHWH ATOT'0 IIPUHUMAETCS PEIICHUE O MPOJIOHKEHUH MPOIEAYPhI BEIUHUCIICHUS.

Janee npemaraercst HehOpMaTbHOE U3JI0KEHHE AITOPUTMA MTOCPEACTBOM JIEMOHCTPAIHH
psia maroB, Ha KOTOPBIX 0a3UpyeTcs CyTh BbIYHCIICHUI. [losicCHEHNE IaroB COMpoOBOXKIACTCS
pucynkamu. Llenb anropurma J0Kanu30BaTh TEJIO0 B pacipeieeHu CTaTUCTUKA R .

Jlns tekymied yceu€HHoW ructorpammbl R cratrctuku R BhIUHCIAEM KBaJpaTUYHYIO
perpeccuto reghR (xpacuas nunus). KadecTBo sokanu3anuu Tenaa pacrpeaeneHuss R
OLICHMBAEM TOCPEACTBOM OMIMOKH ammpoKCHManuu err%, ¢ y4éToM KOOpAWHATHI TOYKU
MakcuMyma maxAt y perpeccun regh R.

[TockonbKy Hac MHTEpECYeT MpaBblii XBOCT y pacnpeaeneHus R, To paccmarpuBaem hR B
obmactu R €(0,2.3] =aR (pucynok 2). Touka perpeccun Ha rpaduke (Y, X): Y =n(R) paBHo
konuuecTBy coobiTii R B maTepBane (R—A,R], X =R,A=0.05.
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0 01 02 03 04 05 06 O7 08 09 v 11 12 13 14 15 16 17T 18 19 2 2% 22 23 24

Puc. 2. unnuanys BerauciaeHnii. Beraucnena HaganbHas rucrorpammsl R, R e(0,2.3] .

Ha pucyHke 2 n1eMOHCTpHUPYETCs IIar ajJropuTMa, B KOTOPOM NPHUHUMACTCS PEILICHUE 0
YAAJIEHUI0 KpalHEH NpaBoil TOYKM TMCTOrpamMMbl. PaccMOTpuM Ha IpuMepe HadallbHON
ructorpammMel. Beruuciisiem reghR. Ha pucynke 2 BiHMsHHE SKCTPEMAIbHOIO XBOCTa OYCHB
cuiibHOE BBHTY €rr% = 1318.7 u maxAt < 0. Eciim maxAt nexur 3a npenenamu obsactu aR
yaanseM KpalHIO MpaByl0 TOYKY TMCTOrpaMMbl, B gaHHOM ciydae 3to (N(R),R) = (4,2.3),
hR: =u3 hR ynamuts (4,2.3).

1500]

1000

0 01 02 03 04 05 06 07 08 09 1 11 12 13 14 15 16 17 18 19 2

Puc. 3. Tekymas yceu€HHas rucTOorpamMMa. YacTp TpaBBIX TOYEK yAajeHa. Berauciusem
reghR =1527.67 —141.85R —462.84R?. OnueHka kauecTBa perpeccun: €err% =265.8 u maxAt<0.
Pemmenne TakoBo: cilIeayeT yoaauTh KPAaHHIOK MPaByIO TOYKY THCTOTPAaMMBI.
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METO/] OJEHKH BAITIOJIHUMOCTH BTOPOI'O IIPABHUJIA YAPI'ADPDA

[ITary anropurMa, Ha KOTOPOM INPUHUMAETCA PEUICHUE 10 YAAJICHHUIO KpalHEH IpaBoOi
TOYKH TMCTOTPAMMBI, COOTBETCTBYET PUCYHOK 3.

[MTar anroputmMa, B KOTOPOM OIpPENEIAETCS IIpaBas TIpaHULA IIOPOrOBOM 30HBI,
IPECTaBJIEeH Ha pUCYHKE 4.

n(R)

1500
1 000

500

Qo 01 02 03 04 05 06 o7 08 09 1 " 12 13 14 15 16 17 18

Puc. 4. Texymas yceuéHHas rTucTorpamma. Bbrumciasem reghR =1439.6+212.56R —694.84R?,

err% =164.84 u maxAt=0.153 BmepBbic MOSBISACTCS B OOJIACTH THUCTOTPAMMBI, YTO OOYCIIOBJICHO
BO3POCIIMM BKJIQZIOM TeJla B paclpesesieHue CTaTUCTUKM R B maHHO# ob6mactu. OmpenenseM MpaByro
rpanuna R moporosoii 30861, IR = 1.8 — A = 1.75. Benmmunnaa err% 3nauyntensHa. Teno pacrpeneieHus
OIIpeZIeIeHO HEeYIOBIETBOPUTENbHO. ClenyeT NPOIOKUTh YAaJIeHHe TOYEK TUCTOTPAMMBL.

Hlar anropuT™ma, Ha KOTOPOM TPOM3BOJAUTCSA JIOKATU3alUs Tejla paclpeeseHus
CTATHCTUKHU R 1 TeM caMbIM onpesensiercs jieBas rpanuna ItR moporoBoii 30Hs1, pUCYHOK 5.

& 500

n(R)

150

1 000

800

1} a1 0.2 a3 04 05 113 .7 [eF: ] 1k} 1 1.1 14
Puc. 5. Tekymas yceuéHHas ructorpaMma. Berumcisem reghR = 666.23+4123.92R —3987.5R?,

err% = 10.06 u maxAt = 0.517. YoBnerBopuTelibHas alpoKCUMAaIlKs Tesla pacrpeaenenus. [Iposepsiem
CTaOMJIBHOCTE TIOJIOXKEHHS MakCuMyMa almpoKCUMaIru, IMOCPEACTBOM YIAJICHUA HECKOJIBKO IIPaBbIX
TOYEK M3 THCTOTPAMMBI (CM. PUCYHOK 6).
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a1 02 0.2 0.4 s 0E or 08 ag

Puc. 6. TIpoBepka CTaGHIBHOCTH MOJIOKCHHS MAaKCHUMyMa allIpOKCHMAllM{, NOCIe yAajJeHUs psia
IpaBBIX TOYEK W3 IPEAINONAracMoOro Tejla paclpefcsieHHs Yy cratucTukd R. Berancisem
reghR = 526.65+5062.25R —5045.87R?, err% =5.11 u maxAt=0.502. Ilonoxenue MmaxAt
MPaKTHYeCKH He moMeHs1ochk. [Ipurumaem ItR = 1.15.

[ToporoBas 3oHa cratuctuku R = R onpezneneHa. AHanoru4HelM 00pa3oM BbIYHMCISIEM

noporosyto 30Hy ani R=R,. Ha cnegyromux nByx pucyHkax 7 M 8 IOKa3zaHbl IIaru
¢bukcupoBanus rpanuil IR u ItR moporoBoii 30HbI.

2000/
1500

1000

° 01 02 03 04

05 06 07 08 09 1 11 12 13 14 15 16 17

Puc. 7. Tekymas yceuéHHas rucrorpamma. BpuuciaseMm reghR =1537.48+160.1R —785.04R?,

err% = 426.15, maxAt = 0.101. IlepBoe TosIBIIeHIE MaKCHMyMa perpeccuu B obmactu ructorpammsr hR.
[puanmaem rtR = 1.7 — A = 1.65.
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Puc. 8. Tekymas yceu€HHas TrucTorpamMma. Bpramcisiem

METO/] OJEHKH BAITIOJIHUMOCTH BTOPOI'O IIPABHUJIA YAPI'ADPDA

08 09

reghR = 798.71+4077.66R — 4254.66R?,

err% = 4.75, maxAt = 0.479. YnoeneTBopuTeNIbHas aNMMpOKCUMAaNus Teda pacrpenencHus. [IposepeHo,
YTO MOJIOKCHHE MaKCHMyMa allpOKCHMAallid NPaKTHYECKH HE MEHSeTCs NPH YNAJICHHH HECKOJIBKUX
MpaBbIX TOYEK U3 rucTorpaMmsl. [Ipunumaem ItR = 1.05.

HOpOFOBaH 30Ha CTaTUCTHUKHU RZ OIIpCAcCIICHA.

CBojika BbIYMCIICHUI NPEACTAaBICHA B HUXKE CIEIyOMUX Tabnuuax 5 u 6, B KOTOPBIX, Ha
OCHOBE cTaTHCTUK R, M R, mpexacraBieHpl o0iacTu Bapualud OTKJIOHEHHH OT IpaBHIIa

Yapradda.

Ta6anna 5. Cratuctuka R, . Otknonenus ot PR2

X . KO0JI-BO B
OTKJIOHEHME R, 1 IG-C| seql Ch23
TUIUYHOE <1.15 <14.12 0 + 33849 61247 + 16040666 95.686 %
IIOPOrOBOE 1.15+1.75 | 14.12+56.23 | 2269 + 109854 61238 + 9857535 1597
IKCTPEMATLHOE >1.75 >56.23 13538 + 175032 121924 + 8896274 78
Ta6anna 6. Cratuctuka R, . Otknonenus ot PR2
R X K KOJI-BO B

OTKJIOHEHHE 2 2 |A=T] seqL Ch23
THIIMYHOE < 1.05 <11.22 0+ 22723 61247 + 16040666 96.013 %
OPOTOBOE 1.05+165 | 11.22+44.67 | 2922 + 81120 61238 + 9947447 1519
aKcTpeMansioe | > 1.65 > 44.67 13550 + 200122 | 121924 + 5369373 31

KAYECTBEHHAS OLHEHKA BBIIIOJTHUMOCTHU ITPABUJIA YAPTA®DA

B 3T0oM paszzaene Mbl OLIEHUM BBITOJHUMOCTD NpaBuia Yapradda nmocpeacTBoM JTuHEHHON

perpeccun s (G,C)—u (A, T) —cocTaBos.

Jnst mapel BekTopoB (Y, X) Beumcnsercs: perpeccus Y =a+bX, pa3nuuaeM BEpXHIOI U
HUKHIOIO PETPECCUHU.
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Bepxnss perpeccus. Pacemorpum (G, C) —perpeccuro. Komnonenra (G,,C,), s € Ch23,
3aBUCUT OT HUTH XPOMOCOMBI, BBIOMpaeM HUTh (BEpXHIOW) y kotopoil G, = C_, momeuas
nony4ennbiii (G,C)—cocrtaB kak Bepxuioio mapy (G,C), G>C. Aunanoruuso dopmupyem
BepxHtoto mapy (A T),A>T mis Bepxueit (A, T)—perpeccun.

Hwkusist perpeccust  Bosumkaer it map (G,C),G<Cu (AT),A<T, koropsie

(GOpMHPYIOTCS HA OCHOBE BBIOOpA HUICHUX HUTEH, KOTOPHIC AlbTCPHATUBHBI HHUTSIM IS
BepxHuX map. O4YeBUAHO, YTO 3TH perpeccuu MoxHO Boramcisath kak (C,G)—u (T,A)—

perpeccuu Jyuisi BEpXHUX Iap.

Taéauuna 7. KoaddunmenTs! perpeccuii st HyKIEOTHIHBIX COCTABOB XPOMOCOM

perpeccust (G,C) Bepxusisn | (C,G) umkusst | (A T) sepxuss | (T, A) nuskuss
a 4065.19 —3883.29 3268.25 —3050.82
b 1.00132 0.99851 1.00136 0.99841
corr 0.99991 0.99991 0.99988 0. 99988
err % 0.63 0.65 0.43 0.44

[IpencraBieHue 0 BBIYUCIEHHBIX PErpeccusx JaéT HUKECIEAYIOUUN pUCYHOK 9.

G

5 000 000

4 000 000

3000 000

2 000 000

1000 000

C
% 1000 000 2000000 3000 000 4000 000 5000 000
Puc. 9. Bepxwsis perpeccus (xpacHas JIVHUS) ULt napsl (G,0), G=C.
G =4065.19+1.00132C, err = 0.63 %, corr = 0.99991.
KauectBo BeimonHeHust mpaBuna Yapradda craegyer OIEHUBATh  OJM30CTHIO

K03 uIreHTa HAKIIOHA THHUN PErPECCHU D K euHUIIE.

Mps1 BUAMM, YTO JHHEWHAs perpeccusi MacKUpyeT dKCTpeMalibHble OTKIOHeHHs oT PR2,
b =1.00132 = 1. OTH 3KCTpeMabHbIe OTKJIOHEHHUS B PETPECCUH, MPAKTUUECKH, Ce0s1 HUKAK HE
NpOSIBIISIIOT, 4TO BbITekaeT u3 G =2992.08+1.00123C, err =0.41%, corr =0.99998
BerurciienHon it mapel (G,C), G > C TonbKo I TUIMHYHBIX OTKIOHEHHH. TO €cTh, Kak
BBHIOOpDKAa C OKCTpEeMaJdbHBIMU OTKJIOHEHHSIMH, TaK M BbIOOpKAa ¢  yJalEHHBIMU
9KCTPEMATLHBIMA OTKJIOHCHUSIMU HMMEIOT, TPAKTHYECKH, paBHBIC KOA(PQOHUIIUEHTH HAKJIOHA
JUHUH PETPECCHH.
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METOJ OLEHKH BBITTOTHUMOCTH BTOPOI'O [IPABUJIA YAPTADDA
3AKVIIOYEHUE

B pabore npennaraercs HOBBII METOJ CTaTUCTUYECKOM OLEHKH BBIIOJHMMOCTH BTOPOIO
npaBwia Yapradpda (PR2) B reHomax. DTOT METOI MPUMEHEH JUIS OLICHKH BBIMTOJHHUMOCTH
PR2 B 6akTepuaabHBIX TCHOMAX.

CropaBeumuBocts PR2 mpoBepsnachk psaoM aBTOPOB KaK Yy IENBIX XPOMOCOM, TaK H Y
OTJCNIbHBIX CalTOB pa3IMYHBIX OPraHM3MOB. B mopaBistomieM OONBIIMHCTBE CllydaeB
HaOJII01aeTCsl corjlacue ¢ MpaBUIIOM, HO OOHAPYKEHBI U OTKJIOHEHHUS. MBI HallUTA TOJIBKO JIBE
paboThl TIE MPOBOJMUTCS CTATHCTHYCCKHH aHAM3 BBINOIHAMOCTU MpaBwia 310 [17] u
coobmienue [23], rme B UCCIEAyeMbIX BBIOOPKAX IOCIIEIOBATEIILHOCTEH BBISBIISIOTCS Kak
001acTH coryiacusi ¢ NMpaBWJIOM TaK M 00JACTU C 3KCTpEMallbHbIE OTKJIOHEHHS OT IIpaBMIIA.
Henocratkom 3Tux paboT sBISETCSs  HUCIOJNB30BaHUE CYOBEKTHBHOTO  Mapamerpa,
CTaTUCTHYECKOTO YPOBHSI 3HAUMMOCTH, C allpuOPHO Ha3HA4yaeMOM JJIs HEro BEJIMYUHOHM U, B
TAaKOM ClIydae, TpaHMIbl BBIMOIHUMOCTH PR2 oka3pBatoTcst (yHKIMEH OT YpOBHA
3HAYMMOCTU. B OCTanbpHBIX, M3BECTHBIX HaM paboTax, i1 OLIEHKH BBIIOJIHUMOCTHU
UCIIOJIB3YETCSl JIMHEWHAs perpeccus. OJTOT METOJ HE BBISBISET 00JacTeil BBITTOJIHEHUS
IpaBUJIa a JIMIIb CUTHAIU3UPYET O BHIIIOJHEHUH WM HEBBIIIOJIHEHUH MPaBUIIa.

Hecmotpst Ha oOmime pabot mo u3ydenuro npasuia Yapradda, popMaabHBIN YMCICHHBINA
KPUTEPHH, XapaKTepU3YIOUIHH BBITOJIHUMOCTh WIM HEBBIIOJHUMOCTh PR2, He mosyudeH 10
HACTOSIIEro BPEMEHU. JTO CBS3aHO C TEM, YTO B pabOTax M3y4aroTCs BEChbMa OTPaHUYCHHBIC
110 00bEMY BBIOOPKH IOCIIEOBATEIBHOCTEN U O0IIel HANPaBIEHHOCTH B UCCIEIOBAaHUAX HE
HaOIro1aeTcsl.

Ham cratuctuyeckuif MeTOJ 1MO3BOJIIET BBLICIUTH 00JACTU pa3IMYHOM BBINOJIHUMOCTH
PR2. Berrluncisiemple TpaHHIBI OONAacTe MOTYT CIY)XKHTh B KadeCTBE KPHTEPHS
BbINoJIHUMOCTH TpaBuia Yapradda. JJocromHcTBamMu MeTona SBIAIOTCA allOCTEPUOPHBIN
MOJIX0/A K YCTAaHOBJIGHHIO TPaHUI] O0NacTeii M WCIIOJIb30BaHHE HWHTYHUTHBHO MOHSATHOU
cTaTHCTUKH R.

AnocTepruopHBIN TOAXO0 COCTOUT B TOM, YTO MBI HaOII0/1aeM pacrpeie]ieHne BEIOpaHHON
CTaTUCTHKHU R, KOTOpOE COriacHO TEOpUHU SKCTpeMalbHbIX BenuuuH EVT, cocrout m3 tena
(ocHOBHOE pacrmpesiereHne) U XBocTa. lIpeayioskeH anropuTM, KOTOPBIH BBIIENSET TENO B
pacripenesnieHuu R 1, TeM caMbIM, OIpeeNnsieT paHulbl pPa3IudHON BelnmosHuMocTH PR2.

JIns TOsICHEHUST HMHTYUTUBHOCTH PacCMOTPUM pabdory [17], rthme mans oleHKH
BBIMOJIHUMOCTH mpaBwia A =T mociegoBaTeNbHOCTh XPOMOCOMBI pa3OuBaeTcs Ha
bparMeHTBl U A7 KaxOoro ¢parmeHTa Bbeluucisercas A—, T—coctaB, B pe3yinbTare Ui
XpPOMOCOMBI ~ IOJTy4aeM pacIpelesIeHUus] COCTaBOB. biM30CTh 3THX  pacnpeaeaeHui
oneHuBaercs kpurepueM Kommoroposa — CmupHOBa. Vcmonb30BaHHe 3TOTO KpUTEpHs, Ha
Halll B3[JISA], HE 1a€T UHTYUTHUBHOT'O OIIYIIEHHUS CTENEHH BHIMOJIHUMOCTH MpaBHIa.

[TpoBenéHHas HaMH OIIEHKA BBITIOJHUMOCTH BTOporo mnpaBuiia Yapradda B BeIOOpKE 13
38830 OakTepuanbHBIX XPOMOCOM BBISIBMJIa 00JAaCTh THUIIMYHOTO BbIMoNHeHus PR2, kyna
BOIILJIO 96 % XpOoMOCOM, U 00J1aCTh SKCTPEMAIbHOIO OTKJIOHEHUS OT MpaBuiia KyJaa BOILIO 78
xpomocoM B ciyyae G—, C—cocraBa u 31 xpomocoma B ciiyuae A—, T—cocrasa.

B cnyuae anpuopHO Ha3HA4yaeMOro YpOBHS 3HAUMMOCTH HCCJIENIOBATeNb IOIy4aeT
TOYHBIE TpaHMIBI oOOJacTell CTerneHW BbIMOMHEHHS mpaBuina Yapradpda. Dto nasb
3HAYUTEIBHON YCIIOBHOCTH, TOCKOJBKY TOYHOE 3HAYCHHE CTATUCTHYECKOW BEITHYUHBI
OTIpeNIeNIUTh, B IPUHLIUIIE, HEBO3MOXKHO.

B anocrepmopHOM TOIXO0/€, KOTOPHIA MBI HCIOJNB3YEM [UIS ONPEACTICHHUS TPaHHUII
BBITOJIHEHUS [TPABUJIA, €CTECTBEHHBIM 00pa30M BO3HHMKAET 30HA, pa3fessiolias TUIIHYHYIO U
AKCTpPEMAJIbHYIO 00JIacTH, B JaHHOW pa0oTe Ha3biBaeMas MOporoBoil 30HOH. B moporosyro
30Hy Bomwio 1597 xpomocom B ciydae G—, C—coctaBa u 1519 xpomocom B ciaydyae A—, T—
COCTaBa.

Takum oOpa3oM, mnpennaraeMblii B JaHHOM paboTe METOA SBISETCS JOCTATOYHO
3 PEKTUBHBIM HHCTPYMEHTOM ISl BBISBIICHHS TPAHUI] BBITIOJTHUMOCTH BTOPOTO IpaBHIIA

Yapradoda.
505

Mamemamuueckas 6uonoeus u buoungopmamura. 2025. T. 20. Ne 2. doi: 10.17537/2025.20.494



10.

11.

12.

13.

14.

15.

16.

17.

18.

19.

TIAHIOKOB
CIIMCOK JIMTEPATYPBbI

Rudner R., Karkas J.D., Chargaff E. Separation of B. subtilis DNA into complementary
strands. Ill. Direct analysis. Proc. Natl Acad. Sci. USA. 1968. V. 60. P. 921-922. doi:
10.1073/pnas.60.3.921

Chargaff E. How genetics got a chemical education. Ann. N. Y. Acad. Sci. 1979.
No. 325. P. 345-360.

Prabhu V.V. Symmetry observations in long nucleotide sequences. Nucl. Acids Res.
1993. V. 21. P. 2797-2800. doi: 10.1093/nar/21.12.2797

Albrecht-Buehler G. Asymptotically increasing compliance of genomes with Chargaff's
second parity rules through inversions and inverted transpositions. PNAS. 2006. V. 103.
No. 47. P. 17828-17833. doi: 10.1073/pnas.0605553103

Fickett J.W., Torney D.C., Wolf D.R. Base compositional structure of genomes.
Genomics. 1992. V. 13. P. 1056-1064. doi: 10.1016/0888-7543(92)90019-0

Forsdyke D.R. Relative roles of primary sequence and (G + C)% in determining the
hierarchy of frequencies of complementary trinucleotide pairs in DNAs of different
species. J. Mol. Evol. 1995. V. 41. P. 573-581. doi: 10.1007/BF00175815

Bell S.J., Forsdyke D.R. Accounting units in DNA. J. Theor. Biol. 1999. V. 197. P. 51—
61. doi: 10.1006/jtbi.1998.0857

Qi D., Cuticchia A.J. Compositional symmetries in complete genomes. Bioinformatics.
2001. V. 17. P. 557-559. doi: 10.1093/bioinformatics/17.6.557

Baisnee P-F., Hampson S., Baldi P. Why are complementary DNA strands symmetric?
Bioinformatics. 2002. V. 18. P. 1021-1033. doi: 10.1093/bioinformatics/18.8.1021
Verma S.K., Das D., Satapathy S.S., Buragohain A.K., Ray S.K. Compositional
Symmetry of DNA duplex in bacterial genomes. Current Science. 2005. V. 89. P. 374—
384. URL.: https://www.jstor.org/stable/24110587 (accessed 26.09.2025).
Albrecht-Buehler G. Asymptotically increasing compliance of genomes with Chargaff's
second parity rules through inversions and inverted transpositions. PNAS. 2006. V. 103.
P. 17828-17833. doi: 10.1073/pnas.0605553103

Mitchell D., Bridge R. A test of Chargaff’s second rule. Biochem. Biophys. Res.
Commun. 2006. V. 340. P. 90-94. doi: 10.1016/j.bbrc.2005.11.160

Nikolaou C., Almirantis Y. Deviation from Chargaff's second parity rule in organellar
DNA insights into the evolution of organellar genomes. Gene. 2006. V. 381. P. 34-41.
doi: 10.1016/j.gene.2006.06.010

Sueoka N. Intra-strand parity rules of DNA base composition and usage biases of
synonymous codons. J. Mol. Evol. 1995. V. 40. P. 318-25. doi: 10.1007/bf00163236
Sueoka N. Translation-coupled violation of parity rule 2 in human genes is not the cause
of heterogeneity of the DNA G+C content of third codon position. Gene. 1999. V. 238.
P. 53-58. doi: 10.1016/s0378-1119(99)00320-0

Rocha E.P.C., Danchin A., Viari A. Universal replication biases in bacteria. Mol.
Microbiol. 1999. V. 32. P. 11-16. doi: 10.1046/].1365-2958.1999.01334.x

Powdel B.R., Siddhartha Sankar Satapathy, Aditya Kumar, Pankaj Kumar Jha,
Alak Kumar Buragohain, Munindra Borah, Suvendra Kumar Ray. A Study in Entire
Chromosomes of Violations of the Intra-strand Parity of Complementary Nucleotides
(Chargaff's Second Parity Rule). DNA Research. 2009. V. 16. No. 6. P. 325-343.
doi: 10.1093/dnares/dsp021

Sobottka M., Hart A.G. A model capturing novel strand symmetries in bacterial DNA.
Biochem. Biophys. Res. Commun. 2011. V. 410. P. 823-828. doi:
10.1016/j.bbrc.2011.06.072

Lu J., Salzberg S.L. The Skew Index Test for large-scale GC Skew analysis of bacterial
genomes. PLOS Comput. Biol. 2020. V. 16. Article No. e1008439. doi:
10.1371/journal.pchi.1008439

506

Mamemamuueckas 6uonoeus u buoungopmamura. 2025. T. 20. Ne 2. doi: 10.17537/2025.20.494


https://doi.org/10.1073/pnas.60.3.921
https://doi.org/10.1093/nar/21.12.2797
https://doi.org/10.1073/pnas.0605553103
https://doi.org/10.1016/0888-7543(92)90019-O
https://doi.org/10.1007/BF00175815
https://doi.org/10.1006/jtbi.1998.0857
https://doi.org/10.1093/bioinformatics/17.6.557
https://doi.org/10.1093/bioinformatics/18.8.1021
https://www.jstor.org/stable/24110587
https://doi.org/10.1073/pnas.0605553103
https://doi.org/10.1016/j.bbrc.2005.11.160
https://doi.org/10.1016/j.gene.2006.06.010
https://doi.org/10.1007/bf00163236
https://doi.org/10.1016/s0378-1119(99)00320-0
https://doi.org/10.1046/j.1365-2958.1999.01334.x
javascript:;
javascript:;
javascript:;
javascript:;
javascript:;
javascript:;
javascript:;
https://doi.org/10.1093/dnares/dsp021
https://doi.org/10.1016/j.bbrc.2011.06.072
https://doi.org/10.1371/journal.pcbi.1008439

20.

21.

22.

23.

24.

25.

26.

27.

28.

29.

30.

31.

32.

33.

34.

35.

36.

METO/] OJEHKH BAITIOJIHUMOCTH BTOPOI'O IIPABHUJIA YAPI'ADPDA

Lobry J.R., Lobry C. Evolution of DNA base composition under no-strand-bias
conditions when the substitution rates are not constant. Molecular Biology and
Evolution. 1999. V. 16. No. 6. P. 719-723. doi:
10.1093/oxfordjournals.molbev.a026156

Forsdyke D.R., Bell S.J. Purine loading, stem-loops and Chargaff's second parity rule: a
discussion of the application of elementary principles to early chemical observations.
Appl. Bioinformatics. 2004. V. 31. P. 3-8. doi: 10.2165/00822942-200403010-00002
Forsdyke D.R. Relative roles of primary sequence and (G + C)% in determining the
hierarchy of frequencies of complementary trinucleotide pairs in DNAs of different
species. J. Mol. Evol. 1995. V. 41. P. 573-581. doi: 10.1007/BF00175815

[TantokoB B.B., Ozo0muns O.H., Kucenes C.C. Bapuanuu HyKJI€OTHIHOTO COCTaBa U
OTKJIOHEHHS OT BTOoporo npasuia Yapradda B 6akTepuaabHbIX XpoMOCOMaXx. JJokiadvl
Medicoynapoonoii kongepenyuu “Mamemamuueckas 6uonocus u ououngopmamuxa’.
IMox pen. B.JI. Jlaxuo. T.10. ITymmuao: MMIIB PAH. 2024. Crates Ne e40. doi:
10.17537/icmbb24.58

Koonin E.V. Are there laws of genome evolution? PLoS Comput. Biol. 2011. V. 7.
Article No. 1002173. doi: 10.1371/journal.pcbi.1002173

Mercadier M., Strobel F. A one-sided Vysochanskii-Petunin inequality with financial
applications. European Journal of Operational Research. 2021. V. 295. No. 1. P. 374—
377. doi: 10.1016/j.ejor.2021.02.041

Frey J. An exact multinomial test for equivalence. The Canadian Journal of Statistics.
2009. V. 37. No. 1. P. 47-59.

Alison L., Gibbs, Francis Edward Su. On Choosing and Bounding Probability Metrics.
International Statistical Review / Revue Internationale de Statistique. 2002. P. 419-435.
Iamamoowm 5. Acumnmomuueckas meopust SIKCmpemalbHblX I’lOp}laK06blx cmamucmuk.
M.: Hayka, 1984.

Embrechts P., Kluppelberg C., Mikosch T. Modelling Extremal Events for Insurance
and Finance. Springer_Verlag, 1977.

Novak S.Y. Extreme value methods with applications to finance. Boca Raton. Florida.
USA: CRC Press, 2012.

Koryr H.C., PomnonoB M.B. O kpuTepusix pa3mudeHUs] XBOCTOB paclpeleeHui,
Teopus eeposmu. u ee npumen. 2021. T. 66. Ne 3. C. 433-453.

Gnedenko B. Sur la distribution limite du terme maximum d’une s’erie al eatoire. Ann.
of Math. 1943. V. 2. No. 44:3. P. 423-453 (in French).

Davison A.C., Smith R.L. Models for Exceedances Over High Thresholds. Journal of
the Royal Statistical Society: Series B (Methodological). 1990. V. 52. No. 3. P. 393—
425. doi: 10.1111/j.2517-6161.1990.tb01796.x

Behrens G.N., Lopes H.F., Gamerman D. Bayesian analysis of extreme events with
threshold estimation. Statistical Modelling. 2004. V. 4. P. 227-244.

Sakthivel K.M., Nandhini V. A New Development of Threshold Selection in Extreme
Value Theory. 25th Annual Conference. 2023. February 15-17. P. 79-92. Special
Proceedings: ISBN #: 978-81-950383-2-9.

Foss S., Korshunov D., Zachary S. An Introduction to Heavy-Tailed and Subexponential
Distributions. 2013. Springer Series in Operations Research and Financial Engineering.
Springer New York Heidelberg Dordrecht London.

Pyxonwmcs nmocrynuina B pegakuuto 14.09.2025, nepepadorannsiii BapuanT noctynmi 30.09.2025.
[Hara omy6mmkosanust 09.10.2025.

507

Mamemamuueckas 6uonoeus u buoungopmamura. 2025. T. 20. Ne 2. doi: 10.17537/2025.20.494


javascript:;
javascript:;
https://doi.org/10.1093/oxfordjournals.molbev.a026156
https://link.springer.com/article/10.2165/00822942-200403010-00002
https://link.springer.com/article/10.2165/00822942-200403010-00002
https://doi.org/10.2165/00822942-200403010-00002
https://doi.org/10.1007/BF00175815
https://doi.org/10.17537/icmbb24.58
https://doi.org/10.1371/journal.pcbi.1002173
https://doi.org/10.1016%2Fj.ejor.2021.02.041
https://www.jstor.org/stable/i261169
javascript:;
javascript:;
https://doi.org/10.1111/j.2517-6161.1990.tb01796.x

ITAHIOKOB

==== == COMMENTS =====

A Method for Evaluating the Feasibility of Chargaff's
Second Rule.
Testing the Rule on Bacterial Chromosomes

Panyukov V.V.

Institute of Mathematical Problems of Biology RAS, Keldysh Institute of Applied Mathematics
of Russian Academy of Sciences, Pushchino, Russia

Abstract. In 1979, Chargaff published a mathematical formulation of his second
rule, which states that in each of the complementary strands of two stranded DNA,
the amount of adenine is equal to the amount of thymine and the amount of
guanine is equal to the amount of cytosine. This rule has now been tested on
numerous groups of sequences belonging to various organisms and, with a small
number of exceptions, has been confirmed in most cases, but the conclusions about
the feasibility of the rule are qualitative rather than quantitative. To our knowledge,
no large-scale tests of the rule on bacterial genomes have been carried out. In the
proposed work, the rule is tested on 38830 non-degenerate bacterial sequences
extracted from the NCBI GenBank 2023 repository. We perform a more complete
statistical analysis of the feasibility of the rule in bacterial genomes than is
customary in the literature. A new approach to assessing the validity of the rule is
proposed.

Key words: Chargaff’s second parity rule, bacterial genomes, Vysochanskij—Petunin
inequality
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