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Penxne renomubIe MyTanuu (rare genomic changes — RGCs) acTo SBIAIOTCS BEICOKOMH()OPMATHBHBIMA
MIPU3HAKaMH, Ha/IS)KHO XapaKTePH3YIOIMHI TAKCOHBI HA MOJIEKYJISIPHOM ypoBHE. Takne NpuU3HAKN UTPAIOT
BCE OOJBIIYIO POJb B PEKOHCTPYKIMHN «JI€PEBA )KU3HI», TAK KaK CAMTACTCS, YTO OHU MEHBIIIE TIO/IBEpPIKe-
HBI BIMSIHAIO OCHOBHOTO apTe(akTa (PHIIOTeHETHIECKOTO aHaln3a — romoruiazun. Hamu Obl1 npezsoxer
HoBbIH BapuaHT RGC, o6o3nagennsnii kKak RGC CAM (koHCepBaTHBHBIC MHOKECTBEHHBIE aMUHOKHCIIOT-
Here 3aMeHbl — Conserved Amino acids-Multiple substitutions), yIUTHIBalOIMNA TaKue aMHHOKHCIIOTHIC
3ameHbl X > Y, KOTOpBIC: @) JIOKAJIN30BaHbI B TOMOJIOTHYHON MO3UIINH MHOXXECTBEHHOTO BBIPABHUBAHUS
AMHHOKHCIJIOTHBIX IOCIJIEI0BATEIbHOCTEH, KOAUPYEMBIX OPTOJIOTHYHBIMU T'€éHaMH, 0) B HCCIIEAyeMOM
BBIPABHUBAHUH HAOMIONAIOTCS 1BA THITA aMHHOKHCIOT (X 1Y), aMHHOKHCIOTa Y TIPHCYTCTBYET B OTHOM
WJIN JIBYX POJCTBEHHBIX TAKCOHAX, AaMUHOKHCIIOTa X XapaKTepu3yeT Oosiee MUPOKUH CIEKTP TAKCOHOB, U
B) mepexox 3 X B Y TpeOyeT ABYX WIH TpeX HYKICOTHIHBIX 3aMeH. B maHHOil paboTe mpoBeneH aHaIn3
yposas romorutaziu RGC CAM, BO3HUKAIOIIEH B pe3ynbTraTe apauieIbHBIX aMIHOKHCIIOTHBIX 3aMeH B 462
rerax u3 19 sykapuornueckux BuoB. OOHapYKEHO, UTO TaKHe MMapauIeTbHbIC N3MCHEHUS HAOMIOMAI0TCS
MHOTO Yalle B BETBAX (PMIOTEHETHYECKOTO JIepeBa, KOTOpbIe Oonee OMM3KH 110 BPEMEHU JUBEPIEHIINN K
MIPEIKOBOMY BHJLy 10 CpPaBHEHHIO ¢ 0o0JIee yJaJeHHBIMH BETBSIMHU. JTO COOTBETCTBYeT 3akony H.M. Basu-
JI0Ba O TOMOJIOTMYECKHUX Psi/laX B HACIIECTBEHHON N3MEHINBOCTH M COTIIACYETCSI C KOBAPUOHHOH MOJIENBIO
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MOJIEKYJISIPHON HBOJIIOLIUY.

BBenenue

3aKOH IOMOJIOTMYECKHUX DPSJIOB B Haclen-
CTBEHHOI u3MeHuuBocTH Hukomas MBaHOBUYa
BaBuioBa B 3HaUUTEIBLHOMN CTEIIEHHU JIET B OCHOBY
(opMupoBaHKs HOBOW 00JIACTH MCCIIECAOBAaHUN —
9BOJIOLUOHHON reHeTHKH. CyTh U YHHKAIbHOCTD
€r0 3aKJIIOYAIOTCS B BBIIBICHUM CBSI3M MEXKAY Ia-
PauIeIN3MOM PSIIOB U3MEHIUBOCTH U OJIM30CTHIO
MIPOMCXOXKACHUS Pa3HBIX BUIOB M POIOB WJIH, JIPY-
TMMH CJIOBaMH, TeHETHYECKOW 00yCIIOBIEHHOCTH
(eHOTUITNYEeCKOW M3MEHUYHUBOCTH B PA3IHYHBIX
TakcoHoMuueckux rpymmax (Vavilov, 1922).

SIBneHne napamuiennusMa NpyuBJIeKaIo BHUIMaHUE
MHOTHX €CTECTBOUCIBITATENICH, B TOM YHCIIE H
Y. MapBuHa, koTopsklii nucan: «llox atum Tepmu-
HOM (aHAJIOTUYHOMN WM TapasieIbHON U3MEHYH-
BOCTBIO) s pa3syMelo, YTO OJMHAKOBBIEC MPU3HAKU
BpeMmsi oT BpeMeHH (occasionally) mposBisirores y
HEKOTOPBIX PA3HOBHHOCTEN HITH pac, BEAYIINX Ha-

4aJio OT OTHOTO ¥ TOTO XK€ BUJA, U, PEXKeE, B IOTOM-
CTBE OTAAJECHHBIX BUAOB... Cllydan aHaJIOTMIHON
M3MEHYMBOCTH B OTHOIIEHUU MX TPOUCXOKICHHS
MOTYT OBITh MTOJPa3/eICHbI Ha IBE KATETOPHHU: BO-
MEPBBIX, HA CITyyau, 3aBUCSIINE OT HEM3BECTHBIX
MIPUYMH, IEHCTBYIOIIMX HA OJNHAKOBBIC KOHCTH-
TYLIUH, @ OTCIOZIa U BapbUPYIOLINE OIUHAKOBO, H,
BO-BTOPBIX, HA TaKWe€ CIy4daw, KOTOPBIE O0S3aHBI
BBISIBJICHHIO IPU3HAKOB 00Jiee UITH MEHEE OT/IAJICH-
HbIX npeakoBy (Lut. mo: BaBunos, 1935).
[TapannaenusM M3MEHUYMBOCTH NMPU3HAKOB
o0beaAMHSCT LENbI psil (PEHOMEHOB, HAUMHAS C
IIPUCYTCTBHUS y Pa3HBIX TAKCOHOB HCTUHHO OOIINX
(TTOTy4eHHBIX OT OOIIETO MpeaKa) FeHETHIECKIX
MIPU3HAKOB, a TAK)KE HE3aBUCUMBIE APYT OT JApyra
COOBITHS: COOCTBEHHO MapaJuIeIbHbIC U3MEHEHHS,
oOpaTHbIe 3aMeHbI (PEBEPCUH) U KOHBEPTEHTHYIO
m3meHunBocTh (FOpuenko, 3axapos, 2007). Dra
CJIOHOCTB MPUBOJIMIIA K KpuTHKe 3akoHa H.U. Ba-
BuyIoBa (Harpumep, Guimmaenko, 1924). OueBna-
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HO, YTO TOJIbKO CPaBHHTEJIbHAS OLICHKA BKJIAJ[a B
HaAOTIOIaeMBIH TTapauIeTn3M OOITHOCTH TeHETH-
YECKUX OCHOB M (PUKCAIMU CIy4YailHBIX HE3aBH-
CHUMBIX U3MEHEHUH B CBSI3U C UX OTHOCHUTEJIbHOMN
MIPUCIIOCOOICHHOCTHIO MOYKET TO3BOJIUTH BhISIC-
HUTh MEXaHU3Mbl BOSHUKHOBEHUS Mapajuien3ma.
OHUM U3 HAJISHBIX TIPUMEPOB CII0KHOCTH TaKOH
3a71a4d MOTYT OBITh COBPEMEHHBIE PA0OTHI 11O
MOWCKaM ¥ KapTHPOBAHUIO TJIABHBIX TEHOB KOJIH-
YECTBEHHBIX MPU3HAKOB, B KOTOPHIX JOCTATOYHO
4acTO OOHAPYKUBAETCS, YTO OJMHAKOBOE TPOSIB-
JICHUE OJTHOTO U TOTO JKE MPU3HAKA MOXET ObITh
00yCIJIOBIIEHO MOJUMOP(PHU3MOM Pa3HOro Habopa
TJIABHBIX («KPUTUYECKUX») JUIS 3TOTO TMpPU3HAKA
reHoB (Hampumep, Sinha et al., 2006).
Cro)XHOCTh MEXaHU3MOB, JISKAIINX B OCHOBE
napajjieii3Ma U3MCHYMBOCTH B OJIM3KHUX TaK-
COHAX, MOKET MPUBOJIUTh K HEOJHO3HAUHOCTH
B (PMIIOTEHETHUYECKUX MOCTpoeHUsX. Hecmorps
Ha Pa3BUTHE METOJIOB MOJIEKYJISIPHOW I€HETHKH,
JI0 CHX TIOp HE YJAJIOCh KOIMYECTBEHHO OIHCAaTh
napasuielbHbIe 3aMEHBI Ha MOJIEKYIIIPHOM YPOBHE.
B Hacrosiiiiee Bpemst CpaBHEHHE CEKBEHHUPOBAHHbBIX
MOCJIEI0BATEILHOCTE TEHOMOB Pa3HBIX BUJIOB
IIMPOKO KCIOB3YeTCsl s (PUIOTEHETHYECKOTO
aHaJIW3a U CTAHOBUTCS OCHOBHOW CTpaTeruei
PEKOHCTPYKITUH IBONIOIIMOHHON UCTOPHU KUBBIX
opraausMoB (Wolf et al., 2002; Snel et al., 2005).
Penxue renomubie omnuust (rare genomic changes —
RGC), ynukanbpHbie 151 OTACABHBIX TaKCOHOB,
SIBIISIFOTCSI TIEPCIEKTUBHBIMHU (HUIIOTCHETUYE-
ckumu mapkepamu (Rokas, Holland, 2000; Nei,
Kumar, 2001; Delsuc et al., 2005; Boore, 2006).
RGC cooTBeTCTBYIOT HEOOpATUMBIM (hHUITOTEHE-
TUYECKUM MapKepaM KJIaCCHYECKOM KJIaJUCTHKU
(cunaromop ¢! i Mapkepsl Xennura) (Hennig,
1950; Rokas, Holland, 2000; Boore, 2006). RGC
BBIOMpAIOTCS TaKUM 00pa3oM, 4TOOBI OTIHYUS
MeXTy HUMHU OBLTH PE3yIBTATOM SUHIYHBIX (AITH
HECKOJIBKUX) PENKUX MYTAIIMOHHBIX COOBITHI
X >Y, Takux, uTo oOpaTHas myTanus Y > X Oblia
KpaliHe MaJIOBEPOATHOMN MJIU J1aXKe HEBO3MOXKHOM.
Hamu HenmaBHO OBLT MPENIoKeH HOBBIN BapuaHT
RGC, obo3nauennsii kak RGC_CAM (MHOXe-
CTBEHHBIE KOHCEPBAaTHUBHBIE aMHHOKHCIOTHBIC
3amensl — Conserved Amino acids-Multiple sub-
stitutions), KOTOPBIHf OCHOBaH Ha CPABHUTEILHOM
aHaJIN3¢ AMHHOKHCIIOTHBIX IOCJIEI0BATEIIBHO-
creit (Rogozin ef al., 2007a). RGC_CAM noxaxox
MIPEJIIIO0IaraeT BhISIBIICHUE TAKUX MO3UIIHIA B aMU-

HOKHCJIOTHBIX TOCJIEIOBATEIbHOCTAX, KOTOPHIC
KOHCEPBATHUBHEI B HCCIIEAYEMOM TaKCOHE (HaIpH-
Mep, DYKapuOThI) 32 UCKIIOYCHHEM OIHOTO WU
HECKOJIbKUX BUIOB (HampUMep, MO3BOHOYHBIC),
OTJIMYAIOIINXCS [TPUCYTCTBUEM B TOMOJIOTUYHBIX
MO3UIUSX JIPYTHUX aMHUHOKHUCIIOT, 00bETUHSFOIINX
ux B rpymmy (puc. 1). RGC_CAM ananus npearno-
JIaraer, 4To XapaKTepUCTUKA, O0IIIast 17151 OCHOBHBIX
AYKapUOTHIECKUX JTMHUAN (pacTeHHUs, KUBOTHEHIE,
rpubsl u Apicomplexa), SBISETCS MPEIKOBOH, a
OTJIMYAOIASICSI OT HEE U BISIBJICHHAS Y OT/ICIIbHOU
IPYIIIBI BUJOB UIMEET OoJiee o3 Hee IPOUCXOXKIE-
nue (Rogozin et al., 2007a). Ananmuz RGC_CAM
BBITIOJTHSIETCS C UCTIOJIb30BAaHUEM CTAaTUCTHUECKUX
METOOB, IMO3BOJISIONINX CPaBHUTH HaOop u-
JIOTEHETHYECKUX TUIOTE3 W BHIOpaTh Hambosee
HAJIC)KHYIO B OTHOIIICHUH OIICHKU KJIaIACTUYECKOM
uepapxuu Bu0B (Rogozin et al., 2007a).

Hs MSLICSIS N EVPEHPCVSPVS
Mm MSLICSIS N EVPEHPCVSPVS
Dm MALVCALT N EVPETPVVSPHS
Ag MSLVCSIS N EVPEHPCISPKS
Ce MSFVCGIS G ELTEDPVVSQVS
Cb MSFVCGIS G EPTEDPVVSPVS
At M--NCAIS G EVPEEPVVSKKS
Sc M--LCAIS G KVPRRPVLSPKS
Sp M--FCSIS G ETPKEPVISRVS
PF MSHICTIS G QTPEEPVIS-KT

Puc. 1. [Ipumep RGC_CAM (mioguepKHYTHI).

Coxkpatuenusi: Homo sapiens (Hs), Caenorhabditis elegans
(Ce), Drosophila melanogaster (Dm), Saccharomyces cerevi-
siae (Sc), Schizosaccharomyces pombe (Sp), Arabidopsis thali-
ana (At), Anopheles gambiae (Ag), Plasmodium falciparum
(P1), Caenorhabditis briggsae (Cb), and Mus musculus (Mm),
Brugia malayi (Bm), Aedes aegypti (Aa), Ciona intestinalis
(Ci), Apis mellifera (Am), Cryptococcus neoformans (Cn),
Dictyostelium discoideum (Dd), Nematostella vectensis (Nv),
Strongylocentrotus purpuratus (St) u Trichoplax adhaerens
(Ta).

CymiecTBEHHOMW MPOOIEMON TSl TIPUMEHEHUS
meTon0B RGC B DBOTIOIIMOHHBIX UCCIIEAOBAHUIX
SIBIISIFOTCSL TTApaJUICIbHbIC U3MEHEHUsI, T. €. (DUK-
caius OJIHUX M TeX K€ aMHHOKHUCJIOTHBIX 3aMEH
B Pa3HBIX JIMHUAX, He 00YCIOBICHHBIX HATHYUEM
00IIIero Mpe/IIeCTBCHHUKA U BO3HUKAIOMIUX HE-
3aBHCUMO JIPYT OT JIpyTra BCIIEACTBHE CIyYaiHBIX
npuunH (Telford, Budd, 2003). Meron RGC_CAM
CHOCOOCTBYET YMEHBIIICHHUIO KOJIMUSCTBA OIIUOOK
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B OLICHKaX rOMOIUIA3UHU, MOCKOJIbKY YUYHTHIBACT
TOJILKO TaKME aMUHOKHCIIOTHBIE 3aMEHBI, KOTOPBIE
BO3HUKAIOT B Pe3yNbTaTe JIBYX WM TPEX HYKIICO-
TUIHBIX 3aMeH. MHOKeCTBeHHbIE HYKJICOTHIHBIE
3aMEHBl PEJIKU, TaK YTO BEPOSTHOCTH BHECCHUS
OomKOOK B OLIGHKH FOMOILJIA3MH CYIIECTBEHHO
HIDKE, YeM TIPU BKJIFOYCHUH B aHAJU3 aMHHOKHC-
JIOTHBIX 3aME€H, BO3HUKAIOIINX IPU OJHOHYKJIEO-
THAHBIX otinuunsx (Averof et al., 2000; Silva,
Kondrashov, 2002). Omnako 3To He TapaHTHPYET
TMIOJIHOTO OTCYTCTBUS TAKUX OITUOOK IIPH UCTIONB30-
Bannu RGC CAM wmerona (Rogozin et al., 2007a).
B aT001 cBsA3u Hamu pa3paboTaHa cxema MpsIMOH
OIICHKH BO3MOXXHOTO KOJIMYECTBA MapauIeIbHBIX
HYKJICOTH/THBIX 3aMeH, TPUBOJISAIINX K MTOSBJICHAIO
RGC CAM. Okazanoch, 9To Takue apajuieTbHBIe
3aMEHBI MOTYT BO3HHMKaTh MHOTO Yallle BO BHYT-
PEHHUX BETBSIX OTJAEIBHBIX TAKCOHOMUYECKHUX
eauHuL, Oonee OMM3KUX K 00LIEeMy MPEAKy IO
CPaBHEHHIO C OTIIMYUSAMH MEXKITY TaKCOHOMUYE-
CKAMH €IMHUIIAMH, PACXOXKIEHIE KOTOPBIX SBIIS-
€TCsl OTHOCUTEJIBHO 00Jie€ HO3IHUM COOBITHEM.
[Mony4eHHbIe JaHHBIE HA MOJICKYJISIPHOM YPOBHE
COOTBETCTBYIOT H3BecTHOMY 3akoHy H.M. Ba-
BUJIOBA O TOMOJIOTMYECKHX PsiIaX B HACIIEACTBEH-
HOW N3MEHYMBOCTH, a TAK)KE KOBAPUOHHON MOJICITH
MOJIEKYIISIPHOW HBOJFOITHH.

MaTepna.nbl U METOAbI

462 BbIpaBHMBAaHHSI KOHCEPBaTUBHBIX OEJIKOB,
WCIIOJIb30BAHHBIX B aHaiu3e, OblIu cPhopMu-
pOBaHBI HA OCHOBaHWMW 0a3bl TAHHBIX OPTOIIO-
runuabiXx TeHoB euKaryotic Orthologous Groups
(KOGs) (Tatusov et al., 2003) u BKIIOYAIH
opToJIoru4Hble TeHbI 10 3yKapHOTHUYECKUX BH-
JIOB C MOJHOCTBHIO CEKBEHHUPOBAaHHBIMU T'€HO-
Mmamu: Homo sapiens (Hs), Caenorhabditis
elegans (Ce), Caenorhabditis briggsae (Cb),
Drosophila melanogaster (Dm), Saccharomyces
cerevisiae (Sc), Schizosaccharomyces pombe (Sp),
Arabidopsis thaliana (At), Anopheles gambiae
(Ag), Plasmodium falciparum (PY), Mus musculus
(Mm) (Rogozin et al., 2007a). Itu nocienosa-
TETBHOCTH JIOCTYIHBI Ha caiite ftp://ftp.ncbi.nlm.
nih.gov/pub/koonin/RGC_CAM/. K atim mocite-
JIOBaTEJIbHOCTSAM C HCIIOJIh30BAHHEM MPOTIPAMMBI
COGNITOR (Tatusov et al., 2003) 6bu1H 100aB-
JIEHBI OPTOJIOTHYHBIE MOCIEJOBATEIIbHOCTH U3
JIPYyTUX SYKapHOTUIECKUX TEHOMOB: Brugia malayi

(Bm), Aedes aegypti (Aa), Ciona intestinalis (Ci),
Apis mellifera (Am), Cryptococcus neoformans
(Cn), Dictyostelium discoideum (Dd), Nematostella
vectensis (Nv), Strongylocentrotus purpuratus
(St), Trichoplax adhaerens (Ta). JInst Toro 9T00BI
YMEHBIIUTH MPOOIEMBI, CBI3aHHBIE C OLIMOKaAMH
BBIPaBHUBAHUS MOCIIEIOBATEIBLHOCTEH, B aHAIIN3
BKJTIOYAJIM TOJBKO TE€, BRIPABHUBAHUE KOTOPHIX
OBLIO OTHO3HAYHBIM W HE BBI3BIBAJIO COMHEHHMIA:
BCE y4YaCTKH, COZIepIKaIIHe JAeTIeINH MITH HHCEPIIUT
JlaXKe B OJTHOM MOCTIe/IOBATEIbHOCTH, YIAJISUTUCH U3
aHaJIM3a BMECTE C 5 MPUJICTAIONUMH TO3ULIUSIMU
(Rogozin et al.,2007a, b). Meron RGC CAM noz-
po6Ho omucas B ctatbe 1.b. Poro3una 1 coaBTopoB
(Rogozin et al., 2007a).

Pe3yabTarsl

OuroreHeTHYECKUE B3aMMOOTHOIIICHUST MEXK-
Iy JKHBOTHBIMH, PaCCMOTPEHHBIMH B pabore,
MpEACTaBICHbI HAa puc. 2. JlinHa BeTBEeH oLeHeHa
B equaUIaXx RGC CAM wMmeroma. O6HApPYXEHO,
YTO TPU HEMATOJbI NMPUHAICKAT K OBICTPO 3BO-
JIIOLMOHUPYIOLIEH JIMHUM (pHUC. 2), UTO HEU30eK-
HO TIPUBOJUT K 3aTPYIHEHUSIM TPU MTOCTPOCHUU
(PMITOTeHEeTHYECKHX JICPEBbEB C UCIIOIb30BAHUEM
TpagunuoHHbIX MetonoB (Delsuc et al., 2005;
Philippe et al., 2005). DTo X0poIIO COTIacyeTCs
C paHee MONy4eHHbIMH JaHHbIMH (Aguinaldo et
al., 1997). MuekonurtarIiue sBJIsSOTCS Han0o-
Jlee MEJICHHO 3BOIIOLUOHUPYIOLIEH IPYIIION; Yy
BTOPUYHOPOTHIX (deuterostome) oOHapyKUBACTCS
BBICOKHI YPOBEHh H3MEHUYHUBOCTH IO CKOPOCTSIM
9BOITIONHH, BKJIIOUasi OBICTPO IBOJIOMUOHHUPYTO-
ITUX UTJIOKOKAX W 000JIOUEIHUKOB (MOPCKOM €K
St u Ciona intestinalis Ci, puc. 2). Hacekombie
IBOJIIOLIMOHUPYIOT C MEHBIIIEH CKOPOCTHIO, YEM He-
MAaTO/Ibl; HACEKOMBIE M HEMATObI XapaKTEePHU3YIOT-
Csl OTHOCHUTENILHO HEOOJBIION BHYTPUTPYIIIIOBOM
M3MECHUYNBOCTBIO CKOPOCTEH BOJTFOITHH (pHC. 2).

K romomnasun npu ncnonszoBannn RGC_CAM
METO/Ia MOT'YT IIPUBOJIUTH JIBA OCHOBHBIX DBOJIIO-
LIUOHHBIX COOBITHS: MapajijieibHbIe U3MCHCHHUS
(puc. 2) u obparusie 3amensl (Nei, Kumar, 2001;
Rogozin ef al., 2007a, b). Meronr RGC_CAM
MTO3BOJIAET TPSMO OIIEHUBATH BO3MOYKHBIN YPOBEHb
romorazuu (Rogozin et al., 2008). [dxs momy-
YEeHHUsl TAaKUX OICHOK JJIsi MapajuielIbHBIX 3aMEH
HCTIOJIb30BaJIaCh CXeMa, MPE/ICTaBICHHAs Ha PUC. 3.
JBa wiu Tpu Buaa (HampuMep, YeIOBEK—MBIIIIb
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Puc. 2. ®dunoreneTndeckoe AEPeBO, HCIIOIH30BAHHOE B TAHHOM HCCIICOBAHHH.

UYncna psiioM ¢ BeTBIMH JiepeBa cooTBeTcTBYIOT uncaty RGC CAM (uumna BerBn). [lapaiensHble 3aMeHBI TOKa3aHbI Kak
X >Y. lo — «cTapasi» BHyTPEHHSSI BETBb HACEKOMBIX, /71 — «HOBash» BHYTPEHHSIS BETBb HACEKOMBIX (CM. TeKcT). CoKpaleHust

Ha3BaHUI BUJIOB NPUBEJICHBI HA puC. 1.

uin apo3oduiia—aBa BUjla MOCKHTOB, pHC. 3)
XapaKTepU3yITCsl OJHON M TOM K€ aMUHOKHUC-
70TOH Y, B TO BpeMsl KaK BCE OCTalbHBIC BUIBI
HMMEIOT JIPYTYI0 aMUHOKHUCIOTY X. B aTOM ciryuae
napajiebHble H3MEHEHUS SBISIOTCS HanOomee
BEPOSITHBIM OOBSICHEHUEM, TTOCKOJIBKY BCE APYTHE
cueHapuu TpeOyIOT peaiu3amuu, 1m0 KpahHel
Mepe, TpeX COOBITHIA.

Hnsa metoga RGC_CAM BaXHBIM acHeKTOM
SIBJISIETCSL HA0Op BUJIOB BHENIHEH Tpynimsl (ayT-
TPYMIBI), OTHOCUTENEHO KOTOPBIX HCCIETyIOTCS
AMUHOKHCJIOTHBIE 3aMEHBI: aMHHOKHCIIOTa B HC-
ClIeIlyeMOii MO3HULIUH JOIKHA ObITh KOHCEPBAaTUBHA
BO BCEX BHJIAX ayTTPYIIITbI K CYUTACTCS IPEIKOBBIM
cocrosinueM (puc. 1) (Rogozin et al., 2007b, 2008).
Hamu BrITIONTHEH aHanmm3 KOMOWHAIUI BUIOB (OT
12 mo 19 BuOB), BKITFOYABIIHX OT 1 10 8 BHEIITHIX
rpynn (aytrpymm) Bunos: At, Pf, Sc, Sp, Dd, Cn,
Ta, Nv (cymmapno 255 komOunanuii) (puc. 2). s
HAaCEKOMBIX U BTOPUYHOPOTHIX aHAIH3UPOBATIU
10 JIB€ BHYTPCHHUE BETBHU, OJHA ObLIa OJIMKE K
«KOPHIO» UCCIEAYeMOro mojjepeBa («crapas»
BETBb) U APyTast OJIMKE K «ITUCTY» («HOBas» BETBb)
(mpumep 1S HACEKOMBIX MPHUBENEH Ha pHC. 2
[{o u In]). B ciydasix, Korja B Ka4ecTBe ayTrpyTII
BKJIIOYAJIMCh BCE 8§ MM KOMOWHAIUK 7 BUJOB,

napaneibiele RGC_CAM He oOHapyXHUBajHCh
cpelr BTOPUYHOPOTHIX, B BETBSIX HACEKOMBIX M
HEeMaToJ HaOJI0JaIuCh OJJHO MJIH JBa Iapasljieib-
HBIX U3MEHEHUs. B oTiimune ot 3TOro0 Ams Apyrux
KOMOMHAIN{ BUJIOB B ayTIPyIle ObUIO BBISIBICHO
3HAYNTENBHOE KOJIIMYECTBO MapalIeIbHBIX U3Me-
HEHHUH MeXIy HeMaTroaamMu (BHYTPEHHss BETBb V)
1 HAaCEKOMBIMHU, MPEUMYIIECTBEHHO B «CTAapBIX)
BHYTPEHHHUX BeTBsX (Tabm. 1). «Crapas» BeTBb y
HACEKOMBIX (/0) TOJIbKO HEHAMHOTO JUIMHHEE, YeM
«HoBast» BeTBb (In) (8 RGC_ CAMu 6 RGC _CAM
COOTBETCTBEHHO; PHC. 2), YTO HE OOBSCHSET Cy-
IIECTBEHHBIN N30BITOK MapalICIbHBIX H3MECHEHHI
B «CTapbIX» BETBSIX [0 CPAaBHEHHUIO C «HOBBIMUY.
Takast e TeHAeHIUs HaOIIonanach U MEXAy
«CTapbIMU» U «HOBBIMHU» BETBSIMM HACEKOMBIX U
«HOBBIMH» BETBSIMH BTOPHYHOPOTHIX, CO 3HAYM-
TEIHFHO OONBIIUM KOJIMYECTBOM MapaiIebHBIX
W3MEHEHHI, BOSHUKIINX B «CTAPBIX» BETBSX HACE-
KOMBIX (Tabi. 1). M3 aToro ciienayet, 4To CKOPOCTh
napajuiebHbIX 3aMEH HEOJIWHAKOBa, M B pAle
CllyyaeB OOHapyKUBAETCs OOJIbLIE MapaIeIbHbIX
M3MEHEHUH B O0Jiee TPEBHUX BETBAX.

Jlanee MBI MpoOBENH CpaBHEHHE KOJIWYECTBA
napajuIebHBIX U3MEHEHUH B «IHMCTBAX» JiepeBa
(BeTBH, KOTOpBIE BeAyT K KOHKPETHOMY BHY, Ha-
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Puc. 3. nentndukanus napamienasHbX 3aMeH X > Y. OuiioreHeTHUECKOE JIEPEBO aHAIOTUYHO JIEPEBY Ha pHC. 2.

MpUMep, BETBb MEXKIY YEJIOBEKOM M IOCIEIHUM
00IIMM TIPEIKOM YesioBeKa W MbIiu). Hamu Obut
BBITIOJTHEH CPaBHUTEJILHBINA aHAJIN3 IBYX BETBEH,
BE/IYIIUX K JABYM BH/IaM MOCKUTOB M JIBYM BUIaM
HeMaroll. «JIMcThs» Hemaro mpuMepHo B 3 paza
KOpOu€ BHYTPEHHHMX BETBEH HEMATo, B TO BpeMs
KaK «JIHCThsD MOCKUTOB IIPUMEPHO B 2 pa3a JJTUH-
HEe, YeM «HOBBIC» BHYTPEHHHUE BETBH y IPYIIIBI
BUJIOB HACEKOMBIX (pHcC. 2). O4eBUAHO, UTO ITPH UX
CPaBHEHHUHU MOXKHO OBIJI0 ObI OKUAATH KOTMUECTBO
HapajuleNIbHbIX 3aMeH, OJIM3KOE K BBISBIISIEMBIM IIPH
cpaBuenuu N In (tadm. 1). OmHako HU B OXHOM
u3 Takux 4 CpaBHEHMI MapajuleNbHBIX M3MEHe-
HUI 00HapyXeHO He OBbLIO. DTO HE MOXET OBbITh
00yCIJIOBJICHO Majoil [UIMHOW BETBEH, MOCKOJIBbKY
napaiesbHble 3aMeHbl 00HAPYKUBAIOTCS ITPU CO-
MOCTaBJICHUH 3HAYUTEIIBHO 00J1ee KOPOTKUX BHYT-
PEHHUX «CTapbIX» BETBEH Npu cpaBHeHuu lo Do
(puc. 2). OTcyTcTBHE MapajiedbHBIX 3aMEH BO
BHYTPEHHHX «HOBBIX)» BETBSIX XOPOILO COITIacyeTcs
C UX HOBBIIIEHHBIM KOJMYECTBOM BO BHYTPEHHHUX
«CTapbIX» BETBAX PACCMOTPEHHBIX I'PYIIl BUIOB,
IprHAUIekKALX K 0oJiee ylaIeHHbIM TAKCOHAM.

g Toro, 4ToOBl OLEHUTH CTATUCTUYECKYIO
JIOCTOBEPHOCTh HaOMIOaeMbIX TeHICHIIUH, OblIa
MpUMEHEeHa clleylollas cxema aHanusa. B pe-
3yabTare 255 nonapHbIX CpaBHEHUH 0TOOpaHHBIX
nap BETBEH JUIs pa3UUHbIX KOMOMHAIMH ay TPy
ObuI BBIOpaHbl YHHUKAJIbHbBIE MapauleibHbIE 3a-

MEHBI (TIOBTOPSIOIINECS MapaliesIbHble 3aMEHBI
OBUIM MCKJIFOYEHBI M3 aHaln3a, ODTOMY KOHEY-
HOE€ YHCJIO pacCMaTpPUBAaEMbIX 3aMEH SBIAETCS
00BbEIMHEHNEM TIOJIyUYCHHBIX B MHIUBUYaJIbHbIX
cpaBHeHusX). s N o cpaBHEHUs BBISBICHO 6
YHHKaJIbHBIX I1apaJUICIIbHBIX 3aMEH, OCTaJIbHbIC 3
BapHaHTa CPAaBHEHMI MTO3BOJIUIIN BBISIBUTH TOJIBKO
3 yHUKaJlbHBIE MapajieNibHble 3aMeHbl (Talu. 2).
BuyTtpennsis BeTBb HemaTo N Oblia OJHOM U TOH
K€ [IPU BCEX CPAaBHEHUSIX, TAK YTO YaCTOTHI Mapaj-
JIENIbHBIX 3aMEH 3aBUCEJIH TOJIBKO OT [UINH BETBEH
BHYTPH TI'pYMIIbl BUIOB HaceKoMbIX. OTHOILIEHHE
JUIMHBI BETBU /0 K CyMMapHOH JUIMHE BCEX JpYy-
I'HX aHaJM3HpyeMbIX BeTBer Obuto ~0,2 (puc. 2,
Tabis. 2). BeposATHOCTh Cy4ailHOTO BBISBICHHUS
B 3TOH KOPOTKOW BETBU 6 M3 9 OOHApYKEHHBIX
HapajJieNbHbIX 3aMEH 110 OMHOMUAJIBHOMY TECTY
oxouio 0,003.

Hecmotpst Ha TO 4TO HAOJIFOIAEMBbIi H30BITOK Ia-
pasIeNbHBIX 3aMEH BO BHYTPEHHUX BETBSX CTaTH-
CTHUYECKHU OKa3bIBAETCs BBICOKO J10CTOBEPHBIM, KO-
JIMYECTBO MapalIebHBIX 3aMEeH HEBENMKO (Talir. 2).
Ji1st TOro 4T0OBI YBEIHMUUTD Pa3pellaloIlyo CIIo-
COOHOCTh METO/Ia, HAMHU OBIJIO PACIINPEHO OTIpeIe-
nenne RGC myTeM BKITIOUEHHS BCEX BO3MOXKHBIX
AMUHOKHCJIOTHBIX 3aMeH (B OTIIMYHE OT COOTBET-
ctBytomnx RGC CAM, BKiIroUarommx ToJIbKO 1BE
WIN TPH HYKJICOTHIHbIC 3aMeHbl). Takas paciu-
peHHas XapaKTepHCTHKa OblTa 0003HaUYeHa Kak
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Taoauna 1

Pacnipenenenue napajiienbHbIX 3aMeH I HEMATol, HACEKOMBIX M BTOPHYHOPOTHIX
Uit 255 KoMOMHALUI BUJOB ay TrPYIIIbI

Yuciio napauienbHbIX 3aMEH
CpaBHHUBaeMbIC BETBH
0 1 2 3 4 >5
Io Do 240 15
In_Do 255
lo Dn 128 127
In_Dn 255
N o 112 68 56 14 1
N In 192 63
N Do 255
N Dn 238 16 1

O6o3nadenns BeTBeil epesa: N — BHyTpeHHSS BETBb HEMATo[; 1o — «cTapas» BHYTPEHHSS BeTBb HACEKOMBIX; In — «HOBas»
BHYTPEHH:IsS BETBb HACEKOMBIX; DO — «cTapas» BHYTPEHHsI BETBb BTOPUUHOPOTHIX; Dn — «HOBas» BHYTPEHHsS BETBb BTOPHY-

HOPOTBHIX (CM. TEKCT).

CpaBHCHI/Ie apaiCJIbHbIX 3aMEH BO BHYTPCHHHX W BHCIIHUX BETBAX HEMATOM,

HAaCCKOMBIX U BTOPUYIHOPOTHIX

Tabauma 2

Uccnenyemble BETBU epeBa

[TapameTp
N Io N In N Ag N Aa
Yucino RGC_CAM, % 6 (67) 1(11) 0(0) 2 (22)
OTHOCHTEIIbHAS IJIHHA BETBH 0,201 0,169 0,365 0,265
HopmanuzoBaHHOE YHCIIO MapaJIIeIbHBIX 3aMEH 29,9 5,9 0 7,5
Yucino RGC_CA, % 45 (45) 22 (22) 15 (15) 19 (19)
OTHOCHTEIIbHAS IJIHHA BETBH 0,205 0,205 0,340 0,250
HopmManuzoBaHHOE YHCIIO MapaJlIeIbHBIX 3aMEH 219,5 107,3 441 76
N Do N Dn N Hs N Mm
Uucno RGC_CAM, % 0(0) 2 (100) 0(0) 0(0)
OtHOoCHUTENbHAs IJIMHA BETBU 0,094 0,621 0,109 0,176
HopmanuzoBanHoe 4Kciio napajijiesIbHbIX 3aMEH 0 3,2 0 0
Uucno RGC_CA, % 28 (33) 51 (60) 33,5 3(3,5)
OtHocuUTeNbHAs IJIMHA BETBU 0,121 0,581 0,139 0,159
HopmanuzoBanHoe uKciio napajjiesibHbIX 3aMEH 231,4 82,1 21,6 18,9
lo Do lo Dn lo Hs lo Mm
Yucno RGC_CAM, % 1 (50) 1 (50) 0(0) 0 (0)
OtHOcCHUTeNbHAS IJIMHA BETBU 0,094 0,621 0,109 0,176
Hopmanu3oBaHHOE 9HCII0 MapaJIeTbHBIX 3aMEH 10,6 1,6 0 0
Yucno RGC_CA, % 21 (45) 24 (51) 1(2) 1(2)
OtHOcCHUTeNIbHAs IJIMHA BETBU 0,121 0,581 0,139 0,159
Hopmanu3oBaHHOE 9HCIIO MapaJIeTbHBIX 3aMEH 173,6 41,3 7,2 6,3
In_Do In_Dn In_Hs In_Mm
Uucno RGC_CAM, % 0(0) 0(0) 0(0) 0(0)
OtHOCHUTENIbHAs IJIMHA BETBU 0,094 0,621 0,109 0,176
Uucno RGC_CA, % 5(23) 16 (72) 0(0) 1(5)
OrHocuTeNNbHAS IJIMHA BETBU 0,121 0,581 0,139 0,159
HopmanuzoBaHHOE YKCIIO MapaieNbHBIX 3aMEH 41,3 27,5 0 6,3

O0o3HadeHns BeTBEH fepeBa: N — BHYTPEHHSS BETBb HEMATOA; /0 — «CTapas» BHYTPEHHsS BETBb HACEKOMBIX; /1 — «HOBasH
BHYTPEHH:SI BETBb HACEKOMBIX; Do — «cTapas BHYTPEHHs BETBb BTOPHUHOPOTHIX; Dn — «HOBas» BHYTPEHHSS BETBb BTO-
PHIHOPOTHIX (cM. TekcT); Hs — BeTBb, BemymIas k 4enoBexy; Mm — BeTBb, BeAyIIast K MBIIIN; Aa — BETBb, BEAyIast K MOCKUTY
Aedes aegypti; Ag — BeTBb, Befiylas K MOCKUTY Anopheles gambiae. OTHOCUTENbHAS 1JMHA BETBH — 3TO OTHOLIEHUE JJIMHBI
HCCIIelyeMOoH BeTBH K 00IIel [UTHHE BEeTBell, ycpeaHeHHoe s 255 komMOuHanuii ayTrpymmn. HopManimsoBanHoe 4ucio mapai-

JICJIBHBIX 3aMEH — 3TO YHUCJIO NapaJIICJIbHBIX 3aME€H, ICJIEHHOE HA OTHOCUTCIIBHYIO JUIMHY BETBHU.
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RGC_CA. OcnaGnenue HCXOAHOTO ONpPEIeIICHHS
RGC_CAM nomxHO 06110 ObI TPUBECTH K CYIIECT-
BEHHOMY YBEITMUEHHIO YHCIIa TOMOIIIA3HH: JIOJDKHO
HaOmonaThes OOMbINee KOJIMYECTBO MapajlIebHBIX
M3MEHEHM. B TO jxe BpeMsl X yBeJIM4eHUE MOLIIO
OBITH 00YCJIOBJICGHO BKIJIIOYEHHEM B aHAU3 Oojee
4eM JBYX NapasuIeIbHbIX U/WIU OOpaTHBIX 3aMEH.
XOTsl YUCIEHHO M30BITOK MapaJulelbHBIX 3aMeH
TIPY CPaBHEHUH BO BHYTPEHHUX BETBIX OBLT MEHEe
CYIIIECTBEHHBIM, €M ITPH UCTIOIH30BAHNN METOA
RGC _CAM, craructuueckas 000CHOBaAaHHOCTH
HaOJII0IaeMbIX OTIMYMI OKa3aylach Jaxe emre 0o-
nee BeipaxkeHHOM (P < 1077) 6iarogapst OosibLieMmy
KOJIM4eCcTBY HaOmopeHui (tabdm. 2). Takas xe
TeHIeHIINs HaOITIOIaIach ¥ P CPaBHEHHUHN JPYTHX
KOPOTKMX BHYTPEHHHUX BETBEW, TakuX, Kak Do u
Dn, xorna napajielnbHble 3aMeHbI OIICHUBAIIUCH
no merony RGC CA (tabn. 2). D10 yka3bpIBaeT
HAa TO, YTO BBISBJICHHAS TCHJICHIIUS HE 3aBUCUT OT
METO/Ia aHAJIN3A.

OaHUM W3 OXXKUAAEMBIX PE3yJIbTATOB BHISB-
JIEHHOU TEHJEHIINN TOBBIIIEHHOTO KOJINYECTBa
napajielbHBIX 3aMEH BO BHYTPCHHUX «CTapbIX»
BETBSIX PACCMOTPEHHBIX TPYIIT BUAOB, IPHHA/IJIC-
JKalux K OoJiee yaalieHHbIM TaKCOHAM, SIBIISICTCS
0oJiee BRICOKasl 4acTOTa MapauieIbHBIX 3aMEH JUIS
Ooltee OIM3KHUX TAKCOHOB. [[J1s1 TOr0o UTOOBI HCCIIC-
JIOBAaTh ATOT BOTIPOC, OBLI IIPOBE/ICH aHAJIN3 BHYTPH
TakCcOHa HaceKoMbIX (Tabum. 3). Uucno RGC_CAM
Majo M HE TOJJAeTCs WHTenperanuu (Tadi. 3).
Opnnako RGC CA BexyT ce0st B COOTBETCTBUU C

BbIsiBIeHHON TeHneHuuein: uncno RGC CA nmns
cpaBHeHuss Am_[n (62, Tabi. 3) B 4 pa3a BbIIlie YnC-
na RGC_CA mst cpaBHenns In_Dn (16, Ta0m. 2),
HECMOTpPS Ha TO YTO JUIMHBI BETBEH NMPHUMEPHO
OJTMHAKOBBI (PHUC. 2). DTO XOPOIIIO COOTBETCTBYET
MPEICKa3aHuI0, YTO MapalIeIbHBIC 3aMEHBI TIPO-
HCXOJIST C TIOBBIIICHHOW YacTOTOM MeXly Oojee
ONMU3KUMU TAaKCOHAMH.

Oo6cy:xneHue

OnHotli U3 33724 HacTOSIIEH PadOTHI OBLIO BHI-
SICHEHHE BO3MO)KHOCTH MPSIMOM OLIEHKU CKOPOCTH
BO3HUKHOBEHUS MapaJljIeIbHbIX U3MEHECHUN IIPH
ncnonp3oBaanu Meroga RGC _CAM B ¢punorene-
THUYECKUX MCCIIeA0BaHUAX. B mpouecce BblmonHe-
HUS TAKOTO aHalln3a ObIIIM OOHAPYKEHBI OTIINYHS
B pacmpejeseHny MapajjaelbHbIX H3MEHEHHH
MEKY BETBSIMU (PHIIOTEHETHYECKUX JIEPEBBEB C UX
N30BITKOM MEXAY Hanbosee «cTapbIMU» BETBSIMH
10 CPaBHEHHIO C 0ojiee «HOBBIMIY». Takoe OTCyT-
CTBHME €IMHOO0pa3us MapauleibHbIX U3MEHEHUN
B 3aBHCHUMOCTH OT «J[PEBHOCTH» CpPaBHHBaEMbIX
BETBEH CO3/1acT AOTIOJIHUTEIBHYIO TPOOIEMY MPH
(UIIOreHeTHYEeCKOM aHaJIM3€e C MCIOJIb30BaHHEM
RGC CAM u npyrux MeTonos.

T'omomnmasust ABsIETCS OTHOM M3 OCHOBHBIX ITPO-
OJIeM TIPH KCTI0JTb30BaHNH (DHITOTEHETHIECKIX Me-
TOJIOB aHAJTN34, B TO e BPEMsI 3TO OJTMH U3 aCTIeKTOB
MOJIEKYJISIPHOM 3BOJTIOLINH, KOTOPBIH 3aCITyKUBaeT
CHeLMaIbHOTO BHUMaHus. B yacTHOCTH, HaHHBIE

Tab6auma 3

CpaBHCHI/Ie IapauICJIbHBIX 3aMCH BO BHYTPCHHUX W BHCHIHUX BETBAX HACCKOMBIX

I/ICCHGHYGMLIC BETBU ACPCBa

[Tapamerp

Am_In Am Ag Am_Aa
Uucno RGC_CAM, % 2 (25) 4 (50) 2 (25)
OrtHOCHUTENbHAS IJIMHA BETBU 0,211 0,457 0,332
Hopmanu3oBaHHOE 9HCIIO MapayIeIbHBIX 3aMEH 9,5 8,0 6,0
Yucino RGC_CA, % 62 (54) 37 (33) 15 (13)
OrtHOCUTENbHAs JJIMHA BETBU 0,258 0,428 0,315
HopmanuzoBaHHOE YHCITO MapaiebHBIX 3aMEH 240,3 86,4 47,6

O0o3HavyeHUs BETBEH AepeBa: Am — BeTBb, Belyllas K muene; Aa — BeTBb, BeAyIIas K MOCKUTY Aedes aegypti; Ag — BETBb,
Beylast K MOCKUTY Anopheles gambiae. VccnenoBanoch Tpu BapuaHTa cpaBHeHUH BeTBeil: 1) Am /n: Am =Y, Dm = X,
Ag=Y,Aa=Y, Bce ocranpble BUJbl = X; 2) Am_Ag: Am =Y, Dm =X, Ag=Y, Aa=X, Bce ocraibHble BUbl = X; 3) Am_Aa:
Am=Y,Dm=X,Ag=X, Aa=Y, Bce octanbHblc BIIbI = X. OTHOCUTEIbHAS JJTHHA BETBH — 3TO OTHOLICHHUE JITTHHBI HCCIIETY-
€MOH BEeTBH K OOILeH ATMHE BETBEH, ycpenHeHHoe At 255 KoMOnHamii ayTrpynin. Hopmani3oBaHHOE YHCIIO apaiedbHbBIX
3aMEH — 9TO YHCJIO NapasliebHbIX 3aMEH, JISJICHHOE HA OTHOCUTEJIbHYIO JIJTMHY BETBH.
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0 BBIPQYKEHHOM HM30BITKE TIapaJlIeIbHBIX 3aMEH BO
BHYTPEHHHX BETBAX (DUIOTCHETHUCCKHUX JICPEBbEB
MO CPAaBHEHUIO ¢ 0OJIee «HOBBIMIY) BETBSIMH HYXK-
naetrcs B o0bsicHeHHH. OHO MOYKET OBITh HalICHO
B KOBAPUOHHOMN MOJICIIH MOJICKY/ISIPHOM SBOJIFOIIMH
(Fitch, Markowitz, 1970; Fitch, 1976; Penny et al.,
2001). CornacHo 3TO¥ MOJIEIH, B KXK/IbIH JaHHBIH
MOMEHT JBOJTFOLIHH TOJIBKO [Tl HEOOIBIIIOTO (OTHO-
CHUTEITLHO ) KOJIMYECTBA AMUHOKUCITIOTHBIX MTO3UIHH
(0003HaUaeMbIX KaK KOBAPHOHBI: OJHOBPEMEHHO
BapualeNnbHbIe KOJOHBI — concomitantly variable
codons) B Oenkax pa3pelieHbl 3aMEeHbI, TOT/Ia Kak
3aMEHBI B JAPYrUX MO3UIHAX HE (PUKCHPYIOTCS
B CBSI3M C (PYHKIMOHAJIBHBIMU OTPAaHUUYCHHUSIMHU.
DUKCHPOBABIINECS 3aMEHBI U3MEHSIFOT COBOKYTI-
HOCTb KOBAPHUOHOB, IIPUBOJIS K ITOSIBIICHUIO HOBBIX
KOBapHOHOB U Pa3pyLLEHUIO CYLIECTBYIOIIMX KOBa-
PHUOHOB. B Teuenue JJIIUTCIIbHBIX 3BOJOIIMOHHBIX
MEPUOJ0B BO3HUKAIOIINE «BOJHBD) KOBAPHOHOB
3aHUMAIOT BCIO WJIM OOJIBIIYIO YaCTh MOCIIEI0BA-
TEeTHLHOCTH Oeka. B 3Toit Moenn 3BOTIONNN TBE
pacxoisimecst IMHUA UMEFOT OJIMH U TOT e Habop
KOBapHOHOB, HO Ccpa3y e MOCJIe IUBEPIEHIIMH CO
BPEMEHEM, MOCTEIEHHO, TIEPEKPBIBAHUE MEKTY
HA0OPOM KOBAPHOHOB YMEHbBINAETCS. DTO MPOUC-
XOJIUT M3-3a TOTO, YTO BEPOSTHOCTh MAPaLIeIbHBIX
W3MEHECHUH MOCIIeIOBATEIILHO YMEHbBIIACTCS BMEC-
T€ C YMEHBIICHUEM CXOJICTBA PSJIOB KOBAPHOHOB
B pacXOSIIUXCs TUHUAX. Heo0X01MM0 OTMETHTD,
YTO 3TO HC UCKIIHOYACT MOABJICHUA IMapaJICIIbHBIX
3aMEH Yy CHUJIBbHO JIMBEPTUPOBABINUX JIMHUU, I10-
CKOJIbKY OJTHH U T€ K€ aMHUHOKHCIIOTHBIC TIO3UIIUH B
MPOIIECCE IBOTIOIMU MOTYT BOBIICKATHCS B PA3HBIC
Ha0OPBI KOBAPUOHOB Y PACXOJISIIIUXCST JTMHUH.

B GoJiee MIMPOKOM 3BOJIFOIIMOHHOM KOHTEKCTE
HaOIOaeMBbIN N30BITOK TTAPAJIICIBHBIX 3aMEH, TI0-
BUIUIMOMY, COOTBETCTBYET OTHOMY U3 MEXaHH3MOB,
JIKAIIUX B OCHOBE M3BECTHOTO 3aKOHA «TOMOJIOTH-
YEeCKHX PSIOB B HACIIC/ICTBCHHON H3MEHUYHNBOCTI.
3aKoH TOMOJIOTHIECKUX PSIOB OBLT C(HOPMYITHPOBAH
BbLIAIOIIUMCS PYCCKHUM I'€HCTHUKOM, 6OTaHI/IKOM
u reoboranukom H.U. BaBuioBeiM kak 0000111e-
HUE Pe3yJIbTaToB cOOpa JAHHBIX U MX aHAJIN3a 00
W3MCHUMBOCTH (PECHOTUIMUYCCKHUX MPU3HAKOB Y
KyJABTYpHBIX ¥ JIUKHUX BUAOB pacteHuil (Vavilov,
1922). IlepBoe mOMIOKEHHUE ITOTO 3aKOHA MMEET
creayornyo GopmMyTupoBKy: «Buibl U pojbl, Te-
HETUYECKH OJIM3KHE, XapaKTePHU3YIOTCsI CXOITHBIMU
psiIaMu HaCIEeICTBEHHOW M3MEHYMBOCTU C TaKOH
MPaBHIBHOCTBIO, UTO, 3HAs P GOPM B Mpeienax

OJIHOTO BHJIA, MOXKHO TIPEIIBUICTh HAXOKIICHHUE T1a-
paJUIenbHBIX (JOPM Y IPYTHX BUIOB U poaoB. Uem
OJrDKe TeHETHIECKH PACIIONIOXKEeHBI B OOIIeH CHCTe-
Me POIIBI ¥ TMHHEOHBI (BUIIBI ), TEM TIOJTHEE CXOIICTBO
B psiiax ux u3MeHInBocThy (Vavilov, 1922). Mcxonst
U3 [TPOTHOCTUUECKUX BO3MOXKHOCTEH B OTHOIIICHUU
napasuielIbHOH U3MEHYMBOCTH Y Pa3HBIX TAKCOHOB,
ATOT 3aKOH OBLT BOCIIPHHSAT KaK «Tabnuiia Menpere-
eBa B Omonorum» (Hammer, Schubert, 1994; Popov,
2002; Zakharov, 2005; Bogdanov et al., 2007; FOp-
4YeHKo, 3axapos, 2007; Lllymusri, 2007), oqHaKo 10
CHIX TTOp OCTAKOTCSI HEIOCTATOYHO UCCIICIOBAHHBIMU
BO3MOXKHBIC MOJICKYJISIPHO-T€HETHYECKUE OCHOBBI
peanm3armu Takoro cxoncrea (Hammer, Schubert,
1994). Crnexnyer mom4epKkHYTh, YTO HECMOTpPS Ha
TTOYTH BEKOBYIO HCTOPHIO €TO OTKPHITHS M OTPOMHOE
KOJIMYECTBO TMOJTBEPIKIAAIONIUX €ro HAOIIOICHHH,
3TOT 3aKOH JI0 CUX IOP OCTAETCs HA YPOBHE OMHKCAa-
HUS (PeHOMEHA, MEXaHU3MbI KOTOPOTO HEU3BECTHEI.
C Hameil Touku 3peHus, H30BITOK MapauIebHBIX
M3MEHEHNH B TITYOOKMX BHYTPEHHHX («CTapBIX»)
BETBSX SIBIISIETCS] OMHOW M3 MOJICKYJSIPHBIX OCHOB
3akona H.W. BaBusoga.

3aKiIroueHue

N30BITOK MapanienbHpIX W3MEHEHHH B TITy00-
KUX BHYTPEHHHUX («CTapbIX») BETBSIX caM IO cebe
SIBJISICTCS] 3AMETHBIM DBOJIIOIMOHHBIM (DEHOMEHOM.
JlornuHbIM 00BSICHEHHEM ATOTO (DEHOMEHA SIBIISICTCSI
KOBApHOHHAsI MOJIEb MOJIEKYJISIPHOM 3BOJIIOLIUH.
BaxHo nogyepKHyTh, YTO TaKasi KOBAPUOHHAS IPE/I-
JIETEPMUHUPOBAHHOCTH COOBITHI MOXKET JISKATh U B
OCHOBE OJTHOT'O U3 BO3MOKHBIX MOJIEKYJISIPHO-T€HE-
THYECKUX MEXaHU3MOB PEaTN3aIliH 3aKOHA O PAIax
roMmosiornueckod uzmenunBoctd H.M. BaBuiosa.
[Tomy4eHHbIe pe3ynbTaThl CBUAETEILCTBYIOT O TOM,
YTO caM ()eHOMEH Iapajuieii3Ma B U3MEHUYMBOCTH
MOKET UIMETh MOJIEKYJISIPHO-TEHETUUECKYIO ITPUPO-
Iy, JIEXKAIIYI0 B OTPAaHUYEHUH CIIEKTPA BO3MOYKHBIX
3aMeH UMEIOLIIMUCS PSIaMH KOBapHOHOB. 1o ecTh
rapaulen3M B U3MEHYMBOCTH, COBIAAAIONINI C
OJM30CTHIO IPOUCXOMKACHHS, MOJKET OBITH 00y CIIOB-
JIeH, TIPEXK/IC BCETO, HAIMYHEM O0IINX MEXaHU3MOB
«3arpera» Ha (pUKCcaIHo 3aMeH, KOTOPEIe OTpe/ie-
JISIFOTCSL XapaKTEPUCTUKAMU IPEICYILECTBYOIINX
COBOKYIHOCTEM KOBapHOHOB. MIHTEpeCcHO, 4TO ATa
TOYKA 3pEHUs COBIAAAET ¢ TpakToBKoM Y. /lapBrHa
napasieIbHOM N3MEHUYMBOCTH KakK CIy4aeB, 3aBU-
CSIIIMX OT HEU3BECTHBIX MPUYMH, IEHCTBYIOIIUX HA
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OJIMTHAKOBbIC KOHCTHTYIIUH, & OTCIOJIa M BapbUpPY-
fomux oauHakoBo (Darwin, 1859), ecnm mox omu-
HAKOBOW KOHCTUTYIIUEH MOHMMATh COBOKYITHOCTh
KOBapHOHOB.
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Summary

Rare genomic changes (RGCs) that are thought to comprise derived shared characters of individual clades are
becoming an increasingly important class of markers in genome-wide phylogenetic studies. Recently, we proposed
a new type of RGCs designated RGC_CAMs (after Conserved Amino acids-Multiple substitutions) that were
inferred using genome-wide identification of amino acid replacements that were: 1) located in unambiguously
aligned regions of orthologous genes, ii) shared by two or more taxa in positions that contain a different, conserved
amino acid in a much broader range of taxa, and iii) require two or three nucleotide substitutions. We provide a
direct estimate of the level of homoplasy caused by parallel changes, one of the major classes of events leading
to homoplasy, among the RGC CAMs using 462 alignments of orthologous genes from 19 eukaryotic species.
Parallel changes occur much more often in relatively recently diverged lineages than in those separated from their
last common ancestor by longer time intervals of time. This pattern seems to provide the molecular-evolutionary
underpinning of Vavilov’s law of homologous series and is readily interpreted within the framework of the covarion
model of molecular evolution.





