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OIIEHKA PABHOMEPHOCTH XOJA MOJIEKYJIAPHBIX YACOB
B POAOCJOBHbLIX BUJ1OB JTPO3OPWJI I'PYIIIIbI VIRILIS

A.M. KymukoB, O.E. Jlazeonsrii, E.IO. PrioakoBa

(HAncmumym o6uosoeuu pazeumus umenu H.K. Koavuosea PAH; e-mail: amkulikov@gmail.com)

UccrnenoBaHa (uioreHus BUIOB-ABOMHUKOB Tpynnbl Drosophila virilis Ha OCHOBE WM3MEH-
YUBOCTU TISITU SIIGPHBIX M MUTOXOHAPUANbHBIX TeHOB: Adh, NonA, Fu, Rasl w 16S-125 pPHK.
IpemtoxeHa Moziesb IJIsI OLIEHKW HEPaBHOMEPHOCTH HAKOIUIEHUS 3aMeH B (PMIIOTEeHETMYECKUX JIN-
HUSIX TPYIIBI BUAOB TIO MPOM3BOJBLHOMY 4MCIy MocienoBareiabHocTeit JIHK ¢ yueToM MHOXecT-
BEHHBIX, MapaJiebHbIX U OOPAaTHBIX 3aMeH. PeKOHCTpyMpoOBaHbI MEepUOAbl HEPABHOMEPHOTO Xo1a
MOJIEKYJISIDHBIX 4YacoOB B TpyIMIle BUIAOB Virilis U TOCTpOeHO (UIOreHeTHYecKoe AepeBO MaHHOM

TpyIIibl Ha OCHOBE HCﬁTpa}TBHOﬁ N3MEHYMNBOCTHU.

KimioueBble ciioBa: 26oan0yus, MOAeKYAAPHble 4ACbl, HeumpaavHas usmeHuusocms, Drosophila

virilis.

B paborax mo olieHKe CKOPOCTM HAKOIUJICHUS W3-
MEHYMBOCTU B TOCJIEI0BATEIbHOCTIX SINePHbIX Adh,
NonA, Fu, Rasl n 165-12S pPHK mMutoxoHapuaibHBIX
TeHOB MBI TTOKA3aJIi HapyIlIeHWe XOIa MOJIEKYISIPHBIX
YacoB B OOJIBIIIMHCTBE 3BOJIOLIMOHHBIX JTUHUN TPYIIIIBI
BUAOB-IBONMHUKOB Drosophila virilis [1, 2]. Tlpu stom
HEpaBHOMEPHOCTb XOAa MOJIEKYJSIPHBIX YacoB Oblia
XapakTepHa IJi1 KOHCEePBATMBHBIX I1OCJIEIOBATEIbHO-
creif reHoB 16S5-12S pPHK m Rasl, 3aMeHBI B KOTO-
pPBIX MPEUMYILIECTBEHHO HeWTpaibHbl [3—5]. PaHee ¢
ITOMOIIIBI0O MaTEMATHYECKOTO MOIETMPOBAHMS OBLIA OIle-
HeHa poJib TMO3UTUBHOIO OTOOpa, MEMCTBYIOILEro Ha
JIOKYC [6]: MHTEHCHMBHBI HampaBJeHHBI OTOOpP HOJI-
JKEeH CIocoOCTBOBaTh 00Jiee paBHOMEPHBIM TEMIIaM MO-
JIEKYJISIpHOI sBOMOLIMM. [losydeHHbIe HAMU JaHHbIE CO-
rmacyroTcst ¢ BeiBogamu Karnepa [6]. UMeHHO JTOKYCHI,
rnojiBepratouecs: AeMCTBUIO MO3UTUBHOTO OTOOpa, MO-
I'yT ObITH O0Jiee MPEANOUYTUTEIbHBIMU IJISI MPOBEACHMS
¢unoreHeTnyeckux oueHok. OmHaKO HaIlpaBIeHHBIN
OTOOp TIO TIpM3HAKaM, MMEIOIIMM BBIpAKCHHBIN amar-
TUBHBI XapakTep, MOXET MPUBOAUTbL K HAKOIUICHUIO
KOHBEPTeHTHBIX 3aMEH — TOMOIUIa3Wil B ciaydae op-
MMPOBaHMST HE3aBUCUMBIX aJanTaluii K CXOAHBIM YCJIO-
BUSIM Y BHUIOB, HE BXOMSIIMX B MOHOMMIETUYECKYIO
rpyrmy. O4eBUAHO, 3Ta M3MEHYMBOCTH CBSI3aHA B 3HA-
YUTEJIbHOW CTENEeHW ¢ HECUHOHMMUYHBIMU 3aMEHaMU,
XOTS HEb3sl TOJHOCTBIO WMCKIIOUMTh M HAKOIUICHUS
romMoria3uii B oosactu mnpomoTopa. s Toro 4toObl
HUCKJIIOUUTD BIMSHHUE OTOOpa MpHU MOCTpOeHUHU (usore-
HUI, MBI TIpeayiaraeM WCIIOJb30BaTh HMCKIIOUUTEIHHO
“Mosuaiiue” caiTbl, B TOM 4ucje 4-KpaTHO BBIPOXK-
JIEHHbIE MO3UIIMN HYKJIEOTUAOB U HEKOAMPYIOILIHUE TO-
cnenoBarenbHocTr JIHK.

3agaueii paboThl Obl1a pa3paboTka aaropuTMa Tou-
HOI OIIEeHKM pPaBHOMEPHOCTW HAKOIJICHWSI 3aMeH B
SBOJIIOIIMOHHBIX JTUHUSX CPAaBHUBAEMBbIX BUIOB MO TPO-

MU3BOJILHOMY YMCJIY MOCJIe0BATeIbHOCTEM, MOCTPOeHUE
(¢UIOoreHeTMYECKOTO JpeBa Ha OCHOBE HEUTpaabHON
M3MEHUYMBOCTU Ha TMpumepe Apo3oduil Tpynrbl virilis n
PEKOHCTPYKIIMS TIEPUOAOB HapyIIeHUS PaBHOMEPHOTO
Xo7a MOJIEKYJISIPHBIX 4acOB B BOJIOLMOHHBIX JTMHUSX
JNAHHOM TPYIMbl BUIOB.

Hcrnonb3yemMblil TpaIMLMOHHO B KayecTBE Mepbl
CKOPOCTM HaKoruieHus 3ameH uHnaekce aucrnepcun R(T),
paBHBIM YacTHOMY JWMCIEPCUU 4YHCJIA 3aMEH Ha UX
cpeJHee YMCJI0, He JIOJKEH JTOCTOBEPHO OTJIMYATLCS OT
eMHUIIbI B cilydyae HelTpayibHOU 3BOMOLMU. Cyliect-
BYIOT (DopMaJibHbIe (DAKTOPHI, IIPUBOISIIME K CMEILLIEHUIO
oueHok R(T). DTo uyucino y3noB (uUIOreHEeTUUECKOro
JlepeBa WM CTeNeHb OTJIMYMSI KOHKPETHON (hUJIOreHUU
oT GWIOreHUN “3Be3abl”, CKOPOCTb CMEHBI MMOKOJIECHWI
B Pa3HbIX POAOCIOBHBIX, HEJOydeT MapasuleibHbIX U
MHOXECTBEHHBIX 3aMEH B CpaBHMBAeMbIX TOC/ea0BaTe-
JIBHOCTSIX U J1p. MeToabl OLEHKN BEJIMYMHBI B3BElIEH-
HOTO MHJEeKca Auchepcuu ObLIvM pa3paboTaHbl [uiec-
mu [7] u banmepom [8]. DT MeTOAbl MPUIOXUMBI K
pa3HbIM MCXOIHBIM JAHHBIM W YUYMUTHIBAIOT pa3HbIC
dakToppl. ['maecnu MpeasoXuin UCIONIb30BaTh MOMpPaB-
Ky Ha “ad@eKkTsl nmpoucxoxaeHus’, oOiuve s pas-
HBIX JIOKYCOB OJHOro reHoma. baamep BBea momnpas-
Ky — KO3(hGUUMEHT WHOISLUMU — Ha 4ype3MepHoe
yBermuyeHue R(T), Bo3HuKaromee npu MCIOJIb30BAaHUM
CJIOKHBIX MOJENIeil, YYMTBIBAIOIINX MHOXECTBEHHBIC
3amMeHbl. Hamu Obl1 pa3paboTaH M IpUMEHEH HOBBIN
METO/, OOBbeAUHSIOIINI 00€ MOIpPaBKU.

Meton HeB3BemeHHoro uHaekca nucnepcun (R(T)),
¢ nonpaBkoii Ha K03 dumment undasmuu. OLeHUBaeTCs
OTAEJBHO JUISI KAXIO0TO M3 K JIOKYCOB U KaxK/IOW Tapbl BU-
108 i, R(T);— inf 1ar. = (5 = 2)Sa /(v + (s = He)(s = D),
rme v u ¢ — o00OIlIeHHbIE OLIEHOYHbIE MOKa3aTeJu
Var(dy) n Cov(dy, dy) Wi Kaxmoi i-it pOIOCTOBHOI
(mo banmepy) cooTBeTCTBEHHO, d — PacCTOSIHUE MeXK-
Iy COOTBETCTBYIOIIMMM BBOJIIOIIMOHHBIMU JIMHUSIMH,
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S — YWCJIO CpaBHUBAeMbIX BUAOB, S, = E(ai -a)?
i=1

II€ a; — YUCJIO 3aMEH Ha ONWH HYKJIEOTUI B JaHHOU
PONIOCIIOBHOM, @ — CpEIHEEe YUCJIO 3aME€H Ha OJIVH
HYKJIEOTU BO BCEX PACCMATPUBAEMBIX SBOJIOLUOHHBIX
JIMHUAX. BapualoHHO-KOBapUallMOHHYIO MaTpUILy 3THX
rnokasarejieid, Kak mnokadaj bajmep, MOXHO orpene-
JINTh C BBICOKON TOUYHOCTBIO MO CTaHAAPTHBIM (hOPMY-
JlaM CJIOXKEHUS AUCHEPCUN Y KOBapualUili He3aBUCU-
MbIX JIMHEWHBIX (PYHKUMIA, MPUHUMAsT 3HAUEHUS JUC-
MEPCUN U KOBApUALIMA PACCTOSTHUN MEXIY BUIAMU 32
TIEPBUYHBIE TAHHBIC:

Var(dy) = Var| > wid
> wiw jCow(dyy, dir),
i#j

COV(dl'j, dik ) = Cov Zwidija Zuidlj

= 2 wizVar(dij) +
i=1

> wiu jCow(dy, di ),

i#j

= Z wiuiVar(d;) +
i=1

e w;, W U U;, U — Beca PacCTOsSHUM djj,
JIOCTIOBHOM.

CraHgapTHble 3HAYCHUsT BECOB (Wj, Wj U Uj, U;) BXO-
IAT B (OPMYJbl AMCIEPCMM M KOBapUallMM PaccTosi-
HUI U1 JAHHOW SBOJIIOIMOHHON JWHUU “i” ¢ MoJo-
JKATEIBHBIM 3HAKOM W 3HayeHueM w; = 1/(s —1) s
BCEX PACCTOSTHUI MEXIy BUIOM “i” W OCTaJbHBIMU BU-
JaMU U C OTPULIATEIbHBIM 3HAKOM M 3HAUEHUEM W; =
=1/(s — 1)(s — 2) mna BcexX OCTaJIbHBIX PACCTOSTHHIA.

IMoxazaTens MHAEKCA OMCIIEPCUM [T JAaHHOM 3BO-
mounoHHON TUHUU R(T); inflat ONpeAensieTcss Kak cpef-
Hee Mo BCeM mapam, o0pa3yeMbIM JaHHBIM BHIOM, KakK
IUISL OMHOrO JIoOKyca, TaK M Mo BceM JiokycaM. CraTu-
ctuka x2 = (s — 2)S,/(v + (s — 4)c) onpenensercs s
uckomoro mokasaresst R(T)ijinflaa MO MHAMBUIyaTb-
HBIM 3HAYCHUSM IUCIIEPCUH U KOBapHAIlU! KaXKIOi 3BO-
JIIOIIMOHHON JIMHUM KaXXIOTO aHaJIM3UPYeMOTo JIOKYyca.
ITonb3ysch CBOMCTBOM aIAUTUBHOCTH HE3aBUCUMBIX
pacripeneneHuiil y2, Mbl MOXEM IOJIYYUTh OLEHKY IS
YCPEAHEHHBIX 10 BCeM JiokycaM 3HaueHUH R(T)ij inflat.,
IUIT BCeX Map JaHHOTO BMAA W BHEIIHUX MO OTHO-
IIEHUIO K HEMY, MCHOJb3Yysl CYMMbI COOTBETCTBYIOLIMX
CTATUCTUK 2 M CYMMBI MX CTeNeHeil CBOGOIBI, NpU
5TOM HEOOXOAMMO BMECTO apryMeHTa (DYHKIMU X WC-
MTOJTb30BaTh apTyMEHT KX.

Mertoa B3Bemennoro R(T) ¢ mompaBkoii Ha Ko3(-
¢unuent nadasanun. JaHHBIA ITOKa3aTelb OLIEHMBAETCS
OTIEJbHO IJIs KaXIOoro U3 k JIOKYCOB M KaxKAOil mapbl
BUIOB i-j. Beca w; onpenensiorcs Mo cpeAHUM a; IS
BCeX k JTOKYCOB:

ik B I-1 po-

i=1 k=1

k
w;= sza,-
k=1

TaK 410 Zw; = S.

B COOTBETCTBMM €O CBOICTBAMM JAUCIIEPCUM U
KOBapUaLMU Ul TTPOMU3BOJIBHBIX CIyYaiiHBIX BEJIMYMH
& w & BepHBI paBeHCTBa: Var (w}§)=w}Var &) mn

Cov (&1, (ujéz) = w;jw; Cov (§1, §). YuuTbiBas yxe
OTpe/ieJIeHHYI0 BapWallMOHHO-KOBApUAIIMOHHYIO MaT-
pUILy, TIOJTYJICHHYIO 71T HEB3BEIICHHBIX 3HAYCHUI Cpell-
Hero 4ucjia 3aMeH Ha OIWH HYKJIEOTHJ d;, BOCIIOJb-
3yeMcsl CBOMCTBAaMM IHUCIIEPCUM M KOBapHalluM W pa3-
JeJIMM 3HAueHMs MaTpULbl Ha COOTBETCTBYIOLIUE UM
BecoBble KO3 GUIMeHTh. COOTBETCTBEHHO IOIyYaeM:

R(T)i—j inf lat., weight =
= (5 = 2)Sq weight/(V/ 0} + (s = H(c/w;w)) (s =),

1
e Sq weight = Z(ai/wi - ajw;),
i=1

x> = (s =2)8, weight/((v/wjz) + (s _4)(c/wiwj))'

Mupekc nucnepcuu sl i-i 9BOJIIOLIMOHHOW JIM-
HUU R(T); inflat., weight TAKXKE OTIPEENSIETCS] KaK Cpel-
Hee 1o BceM IapaMm, oO0pa3yeMbIM JaHHBIM BUIOM.

PesynbraThl TIpUMEHEHMSI TIPEAJIOKEHHbBIX ajro-
PUTMOB Il OLIEHKM WMHAEKCa JUCIePCUr IO TOCeN0-
BaTEJIbHOCTSIM TIATM T€HOB B SBOIOIMOHHBIX JIMHMSIX
BUIOB TPYMIIBI Virilis MOATBEPAWII CAe/IaHHbIE paHee BbI-
Boabl. BricokononumopdHbiii nokyc Adh, cBSI3aHHBII
C TMUILEeBbIMU amanTalusIMy K OpOIsIIUM CyOCTpaTtaM U
HaXOISIIMIACS TOA ACUCTBUEM TMOJIOXKUTEIbHOIO OTOO-
pa, UMeeT HaMMEHbIINI UHAEKC AUCIEPCUU, a KOHCep-
BaTUBHasg TmocienoBaresibHocTh [25-16S pPHK renos
MTIAHK — HauGonbmmii. Cpeau siiepHbIX TEHOB Hau-
Oosplllee 3HAYEHHME TIOJYYEHO JUISI BBICOKOKOHCEpPBA-
TUBHOTO M 00JIaNaoIIer0 NCKIIOUYNTETbHO HU3KUM T10-
MYJSIUMOHHBIM ToJIMMOphUu3MoM TeHa Rasl. Pesynbra-
Thl aHaJM3a TeHETUYECKUX PACCTOSIHUI, pacCUUTaHHBIX
M0 3aMeHaM B HEUTpalbHbIX MO3ULMSIX OOLIEl Moce-
JIOBATeIbHOCTU TMISITU UCCEAyeMbIX TeHOB (4-KpaTHO
BBIPOXXAEHHbIE TTO3ULIMKU HYKJIEOTUIOB KOAUPYIOIIUX T10-
clieoBaTeIbHOCTEN M HEKOIMPYIOLIME Tocaea0BaTe b-
Hoctu JIHK) mis map 5BOJIIOUMOHHBIX JMHUMN Mpen-
CcTaBJieHbl Ha puc. 1.

Bunet D. borealis, D. montana, D. lacicola n D. fla-
vomontana cyodunansl montana UMEIOT HauboJjiee HU3-
KHWe M CXOIHble Mexay coboit mokazarenn R(T). Oto
CBUJETEILCTBYET O CXOJHON PaBHOMEPHOW CKOPOCTU
MOJIEKYJISIDHOM 3BOJIIOLIMU B 3BOJIOLIMOHHBIX JIMHUSX
otux BUaoB. [Ipu atom D. flavomontana vimeeT camble
Huskue 3HadeHus R(T). 3navenmsa R(T) B mapax,
BKIovaromx Buna D. virilis, SIBISIIOTCSI MaKCUMaJIbHBI-
MM, YTO MpearojaraeT HauboJsiee CylleCTBeHHbIe Hapy-
IIEHUsI PAaBHOMEPHOCTU XOJa MOJEKYJSIPHBIX YacoB B
9BOJIIOLIMOHHON JUHUM D. virilis. OctanibHble BUIbI JaH-
HOI (puanbl virilis Taxxke MMEIOT 0oJiee BBICOKME WH-
JIeKChbl TUCIIepCUr TI0 CpaBHEHUIO C BUJAMU U3 IPYroi
dunaapl. ITO CBUAETEIbCTBYET O 3HAYUTEIbHBIX U3Me-
HEHUSIX CKOPOCTH MOJIEKYJISIDHOM 2BOJIIOIMM Ha BCEX
aTarax pacxoxiaeHus1 BuaoB dunansl virilis. Ilpu cpaB-
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HeHUuU TpeacTaBuTeeil dunaabl virilis 1 cyoduiaabl
montana TIONy4eHbl MUHUMAajJbHbie 3HaueHuss R(T).
DTO 03HAYaeT, YTO Ha PaHHUX dTarax IWBEPTEHIINH OT
o0llIeTo Mmpeaka MOJIEKYJISIpHbIE Yachl LIJIM OoJjiee paB-
HOMEpPHO, YeM Ha ITO3IHUX 3Tamax. Bumel — mpencra-
BuTean cyodunansl kanekoi (D. kanekoi, D. ezoana n
D. littoralis) — umeloT 0oJjiee CIOXHYIO KapTUHY pacrpe-
nenenus uHaekca aucriepcuu R(T). MUHUMAaIbHBIE 3HA-
YeHMST ToKa3aTeNsl XapakTepHbl st D. ezoana. Bumbt
D. littoralis u D. kanekoi ipu cpaBHEHUU MEXIy CO0O0it
JIEMOHCTPUPYIOT MpoMexxyTouHoe 3HaueHue R(T) = 2,5,
a TpU CPAaBHEHUU C TPEACTABUTEISIMU IPYTUX CyODu-
JIan — TIPOTMBONOJIOXHBIE 3HayeHus. Tak, D. littoralis
umeeT 1nokazateau 3,12 < R(T) < 3,82 npu cpaBHeHUU
C TIpeAcCTaBUTENIIMU (putanbl Vvirilis, 4TO CYIIECTBEHHO
BBIIIIE aHAJIOTMYHBIX Tokasareneilt D. kanekoi — ot 2,8
1o 3,3. HaoGopot, mpy cpaBHEHUU 3TUX BUIOB C Ipe-
craBuTeIIMU cyodunanbl montana 3HayeHuss R(T) cy-
IIECTBEHHO HWXe W OJU3KU [J1s1 000UX BUIOB (Mak-
cumanbHble 3HaueHus — 2,0 nug D. littoralis v 2,3 nns
D. kanekoi).

YuuteiBasi HauboJee BEPOSITHYIO TOMOJOTHUIO Aepe-
Ba (puc.2), TOCTPOCHHOIO METOJOM MAaKCHUMAaJIbHOI
SKOHOMHU TIO OOIIEH MOCIeAOBaTeIbBHOCTH BCEX IISTH
T€HOB C y4€TOM M3MEHYMBOCTM, OJIM3KOI K HEUTpalib-
HOI (4-KpaTHO BBIPOXKIEHHBIC MO3UIINUA HYKJICOTHUIOB
KOIMPYIOUIUX MOCIEA0BATeIbHOCTE M HEKOAUPYIOIINE
nocnenosarenbHoctu JIHK), mMoxHO cnenath cienyto-
e BbIBoAbL. JeiicTBUe 0TOOpa Ha M3yYeHHbIE MOCIE-
JIOBaTEJIbHOCTU MCKJIIOUEHO B CHUJIY HCHOJb30BAHHOIO
O0IM3KON K HEWTpaJbHON M3MEHUYMBOCTU M BECOBBIX
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Puc. 1. smenenvst R(T)ij inflar., weighs Y BAIOB, OTHOCALIMXCS K OfI-
Hoit dunane win cydodunane: a — SBOJIOLUUOHHbBIE JMHUM BUIOB
dbunaner virilis (D. virilis, D. lummei, D. novamexicana); 6 — 3BoOo1M-
OHHbIC JTUHUU BUIOOB CyOdunansl montana hwunaasl montana (D. mon-
tana, D. flavomontana, D. lacicola, D. borealis); B — 3BOJIOLIMOHHBIE
JIMHUM BUAOB cyodunanbl kanekoi dunanbl montana (D. kanekoi,
D. ezoana, D. littoralis). Buabsl 0603HaueHbI IByMsI MEPBbIMU OYKBaMU
BunoBoro HazBaHusl. Muaekcsl R(T) paccumTanbl o 3ameHaMm B Hei-
TpaJbHbIX caiTax (4-KpaTHO BBIPOXKICHHbIC TMO3ULIMKM HYKJICOTHIOB
KOIUPYIOUIMX IOCJIENOBATEIbHOCTEd U HEKOAMPYIOIME TMOCIeI0Ba-
tenbHOocTU JIHK) 0Ouieit mocienoBateibHOCTU MATH SAEPHBIX U MU-
TO-

ko3 duiimeHroB T'miecnu, MO3TOMY HepaBHOMEpHasi
CKOpPOCTb HAKOIUJIEHUsI 3aMEH MOXET ObITh CBsI3aHa C
BJIMUSIHUEM T'€HETHMKO-aBTOMAaTUUeCKuX TpoueccoB. OnHu
U T€ Xe KJIMMATUYECKUE YCJIOBUS MOIJIUA IMO-Pa3HOMY
BIIMSITh HAa BUIBI-IBOMHUKU APO30(DUI TPYIIbI Virilis
B CWJIY YX€ CJIOXMBIIMXCS aJanTaluii, BpeMEeHU pac-
MPOCTPaHEHUsI MO apeayly U pasanyHoi 3hGheKTUBHO-

Lu
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Puc. 2. lenaporpaMMa T€HETUYECKUX PACCTOSIHUI, TMOJTYYEHHBIX IO
o01Leii mocieaoBareibHOCTU TeHOB: Adh, NonA, Fu, Rasl nu 16S-12S
pPHK ¢ yyeToM M3MEHYMBOCTH, OJMU3KON K HEUTpaJIbHOW (4-KpaTHO
BBIPOK/ICHHBIC MMO3UILIMKA HYKJICOTHUIOB KOIUPYIOIIUX MOCIEA0BATE b~
HOCTell M HeKoaupywolure mnocienoareabHoctn JIHK), Mexmy Bu-
IaMU-IBOMHMKAMM TPYIIIBI Virilis, TIOCTpOEHHAsT METOOOM MaKCH-
MaJbHON 3KOHOMMH. Yumcia B y3nmax gepeBa 0003HAYAIOT MHICKCHI
oyrcTpen-noanepxku. Te — xpomocomHasi (popma fexana Buna Dro-
sophila americana — OIHOTO W3 BUIOB-JABOMHUKOB TPYMIbI Virilis,
BXOJISIIIIETO B OMHOMMEHHYO (huiiamy
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CTU JEUCTBUSI T€HETUKO-aBTOMATUUYECKUX IMPOLIECCOB B
MONyJILUUSAX UcchaeayeMblXx BUIoB. Hanpumep, pasHblie
BUABLI TPYMIIbl Virilis MOTJIM TIPOXOAUTH 4Yepe3 pa3Hoe
KOJIMYECTBO “OYTHUIOUHBIX TOPJIbIIIEK”.

CITMCOK JIMTEPATYPLI

1. Kyauxoe A.M., Jlazeonvii O.E., Topnocmaee H.I., Ye-
xynoea A.U. Mumpogpanoe B.I. HepaBHOMEpPHOCTh CKOPOCTHU
sBoJIOIMK Y Apo3odw rpynnbl virilis. 1. TlpumeHeHue ¢u-
JIOTEHETUYEeCKM OIocpenoBaHHbIX TecToB Takesaku // U3B.
PAH. Cep. 6uon. 2010. T. 37. Ne 1. C. 25—33.

2. Kyauxos A.M., Jlazeonuii O.FE., Topnocmaee H.I., Ye-
xyHoea A.U. Mumpogharnoe B.I. HepaBHOMEPHOCTh CKOpPOCTHU
sBoJIOIMK Yy apo3odun rpymnsl virilis. 11. TlpumeHeHune Me-
tona tectupoBanust Tamkumbl // U3B. PAH. Cep. 6uon. 2010.
T.37. Ne 1. C. 206—2009..

3. Gasperini R., Gibson G.J. Absence of protein polymor-
phism in the Ras genes of Drosophila melanogaster // Mol.
Evol. 1999. Vol. 49. N 5. P. 583—590.

4. Copokuna C.1O., Mwee H.C., Andpuanoé b.B., Mum-
pogpanoe B.I. IameHunBOCTh 3'-KOHILIEBOTrO ¢hparMeHTa reHa

k ok ok

Pa6ora nopnepxxana Poccuiickum poHmom ¢pyHaa-
MeHTaJbHbIX uccienoBaHuii (rpaHt Ne 09-04-01745).

16S pPHK B rpymnme GU3KOPOACTBEHHBIX BUAOB APO30(DIIT
virilis // Teneruka. 2005. T. 41. Ne 8. C. 1049—1054.

5. Yexkynosa A.H., Kyauxoe A.M., Muxaiirosckuii C.C.,
Jazebnour O.E. Jlazebnas HU.B., Mumpoganos B.I' PoncTBeH-
Hble OTHOIIEHMS APO30MWI TPYNIbl  Virilis, peKOMEeHIOBaH-
Hble Ha OCHOBe IocienoBaTeabHoCcTelt reHa Drasl // Teneru-
ka. 2008. T. 44. No 3. C. 336—345.

6. Cutler D.J. Understanding the overdispersed molecular
clock // Genetics. 2000. Vol. 154. P. 1403—1417.

7. Gillespie J.H. Lineage effects and the index of dispersi-
on of molecular evolution // Mol. Biol. Evol. 1989. Vol. 6.
N 5. P. 636—647.

8. Bulmer M. Estimating the variability of substitution ra-
tes // Genetics 1989. Vol. 123. P. 615—619.

[MocTynuna B peaakumio
18.04.10.

ESTIMATION OF THE RATE OF MOLECULAR CLOCK
IN LINEAGES OF THE DROSOPHILA VIRILIS SPECIES GROUP

A.M. Kulikov, O.E. Lazebny, E.Yu. Rybakova

Phylogeny of the Drosophila virilis species group is studied on the base of five nuclear and mi-
tochondrial genes: Adh, NonA, Fu, Rasl n 16S-125 rRNA. Mathematical simulation to estimate
uneven accumulation of replacements in lineages of closely related species using arbitrary number of
sequences was suggested. It accounts for multiple, parallel and reverse mutations. Periods of evoluti-
on with irregular rates in the virilis species group were reconstructed. Phylogeny tree for the group
given on the base of neutral variability was constructed.
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