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OBILIASA XAPAKTEPUCTUKA PABOTbBI

AKTYAJIbBHOCTbD TEMBEI:

B nonynaunoHHON| U 3BOJIOIMOHHON T'€HETUKE MPUHATO, YTO HEPEKOMOMHUPYIOIINE TeHbI U
TCHOMBI JIETPAJAUPYIOT B CBS3M ¢ HEed(D(PEKTHBHOW >nMMUHAIMEN BPETHBIX MYyTalUd M MEHBIICH
CKOpOCTBIO (DPUKCAIMK OJIAarONPHUATHBIX MYTallMil M3-3a TaKUX MPOIECCOB, KaK XpamoBHK Mémepa,
(¢ oHOBBIN 0TOODP U uKcalys ClIadOBPEIHOTO alieNsl B pe3yabTaTe ero CIEIUICHUs C 0J1aronpusTHON
mytanuent (hitch-hiking). Jlanubsie mpoliecchl NMPUBIEKAIOTCS B KauyeCTBE OOBSCHEHHS KOPOTKOM
HBOJIIOIMOHHOW HCTOPHHM TOJABIISIONIETO OOJBIIMHCTBA OECIONIBIX BHJIOB, Jerpajamuu Y-
XpPOMOCOMBI M MHTOXOHJPHUAIBHOTO T€HOMAa I103BOHOYHBIX >KMBOTHBIX. HecMoTps Ha TO, YTO
Jerpajanvs HEPEeKOMOWHHUPYIOIIUX TEHOB ceiuac BOCHPUHHUMAETCS KaK HEOCHopuMasi HCTUHA,
CYLIECTBYET KpailHe Majo SMIUPUYECKUX paboT, B KOTOPHIX ObUIO Obl yOEOUTENBHO MOKa3aHO
OBICTpOE HAaKOIUIEHHE BPEOHBIX MYyTallMii HAa HEPEKOMOMHHMPYIOUIMX T'€HAaX [0 CPAaBHEHHIO C
PEKOMOMHHPYIOIIMMHA ~ OPTOJIOTUYHBIMH ~ reHamu. OpHako, MHOTHE J(PQEKTh  Jerpagariu
HEPEKOMOWHUPYIOIUX TE€HOMOB MOTYT OBITh OOYCJIOBIEHBl HX MOHIKEHHOW 3(PQPEKTUBHOM
YHCIIEHHOCTHIO, @ HE BOJIONUOHHBIMU MHUHYCAaMH OTCYTCTBHS peKOMOMHauuu camoi mo cebe. Ha
TaHHBIA MOMEHT OBICTPOE HAKOIUIEHHE CIA0O0BPEIHBIX MYTAlUHd B MAJOYMCICHHBIX MOIMYJISIHIX
OYEeHb XOPOIIO W3YYEHO SMITMPUUYECKH HA Pa3HBIX OpraHu3Max. MHOTHME HEPEKOMOWHUPYIOIINE TeHBI
CYLIECTBYIOT OU€HbB JIOJITO ¥ CTPAHHO I0JIaraTh, YTO MPOLECC AErpaJalui MPOUCXOAUT MOCTOSIHHO U,
B KOHIIE KOHIIOB, 00s3aH MPHUBECTH K BBIMUPAHHUIO BUIA, HECylero 3tu Oecmoibie TeHbl. llnpoko
M3BECTHBIN Kiacc komoBpaTok Bdelloidea, B 6ecrionom cocrosiHum panuupoBaBiuii Ha 360 BUIOB U
pacrpoCTpaHUBIIMNCS TIO BCEMY MHPY, SBISETCS XOPOLIMM IPUMEPOM, ITOKA3bIBAIOIINM, YTO
OTCYTCTBHE PEKOMOMHAIIMY HE 00s13aTEIBHO SBISETCS IBOJIIOIUOHHBIM TyNMUKOM. CTOUT YyIIOMSHYTh U
O MOYTH BCEX dYKAPHOTaX, Y KOTOPHIX MOMUMO IOJOBOTO fpa CYIIECTBYIOT HEPEKOMOMHUPYIOIINE
MUTOXOHAPHUH, a0COIIOTHO HEOOXOIMMBIE Il CYIIECTBOBAaHMS IeJoro opranm3ma. IlomoBas
HEPEKOMOWHUPYIOIIAs XpOMOcOMa — €MI€ OJAWH MCTOYHHK HEPEKOMOMHHPYIOMIMX T'€HOB Yy MHOTHX
MOJIOBBIX OpraHu3MoB. [lomyuaercs, uTro (hakTHUUECKH BCE OPraHU3Mbl HMEIOT KaKyIO-TO JIOJIO
HEPEKOMOWHUPYIOLIUX T€HOB, KPUTUYHBIX U KU3HEJeATeNbHOCTH. U eciu monarath, 4YTO 3TH T€HBI
MOCTOSTHHO JIETPaJIuPYIOT M BEIyT CBOMX XO35€B K BBIMHPAHHIO, TO BCTAa€T BOIPOC, C KaKOH
CKOpOCTBIO OyayT BBIMHpATh T€ WM MHbIE BUABI? Takas MOCTaHOBKA 3a/1a4M, XOTS M MMEET MECTO
(Lynch, Burger et al. 1993), He kaxkeTcs BEpHOM, MOCKOJBbKY U B HEPEKOMOMHHUPYIOIIEM COCTOSHHUU
BO3MOXKHA aJanTUBHAs 3Boitouus. Hanpumep, konoBparku Bdelloidea, Buanmo, CUIbHO yMEHBIITUIH
CBOWM TEMII MYTHPOBaHUS B Haudaje CBOETO IPOUCXOXKICHHUS W30aBUBIINCH, OT OOJBIIMHCTBA
pPEeTPOTPaHCIIO30HOB. MIHTEHCHBHAS T€HHAs KOHBEPCHUS MEXY MaTMHIPOMaMU Y XPOMOCOMEI, CKOpee
Bcero, ymeHsinaer myrauuoHHbid rpy3 (Charlesworth , Otha 1988). MutoxoHapuu Takxke MOTYT

UMETh CBOU YPOBCHb 3alllUThI, HAIIPpHUMED, OCHOBaHHBLIM Ha 4YacThIX H PE3KUX YMCHBIICHUAX



3G (GEKTUBHONH YUCIEHHOCTH TeHOB (OyTBUIOYHBIX TOPJIBIIIKAX) AKCIOHUPYIOIUX BCE JUICTH IOJ
neiicrtBue oroopa. [lomyiieHne B MOJAENSX KOMIIEHCATOPHBIX MYTalUHd MOJKET JIEFTKO OCTAaHOBHTD
xpanoBuk  Mémnepa. Takum  o0pa3oM, HOpPOTMB  OJHUX  MEXAHM3MOB,  YMEHBIIAIOLINX
IPUCIIOCOOIEHHOCTh HEPEKOMOWHUPYIOIIUX I'€HOB, MOT'YT paboTaTh JIpyrue, NOoAepKUBAIOIINe WIN
KOMIIEHCUPYIOIINE IBOJIIOLIMOHHBIE MUHYChl OTCYTCTBUSl peKOMOMHaUMU. J[Js MOHUMaHUS KapTUHBI
MHUpa HEOOXOJMMO TMPOBEPUTh HA OOIIUPHBIX SMIHPUYECKUX HTAHHBIX — JETPAgUupyIOT JIH
HepeKoOMOUHUpyoIye reHoMbl uiau Het? U namee, craparbCsi OOBSCHUTH MONyYeHHbIE (aKThl B
KOHTEKCTE CYHIECTBYIOIIMX KoHUenuui. [lockolbKy MUTOXOHAPHAIBHBIA TE€HOM  SIBJISETCS
KpaeyroJibHbIM KaMHEM B JAaHHOW MpoOieMe — C OJHOW CTOPOHBI OH €CTh y NMPAKTHYECKUX BCEX
9YKapuoT, C JPYroil CTOPOHBI, YPOBEHb PEKOMOMHAIMM €r0 CUJIbHO OTPAaHUYEH Y MHOTOKJIETOYHBIX
OpPraHU3MOB U PaBEH HYJIIO y NO3BOHOUYHBIX, TO UMEHHO 3TOT O0BEKT Mbl OyJeT UCCIIeI0BaTh B 3TOU

pabore.

HEJIb U 3ATAYN UCCJIIEAOBAHWA:

Llenapto maHHOM pabOTHI SBISIETCS OlleHKa d(DPEKTUBHOCTH OYMINAOIIET0 OTOOpa B OEIOK-
KOJIUPYIOIIMX T'€HaX MHUTOXOHAPHI MIIEKOMUTAIONIMX W HUX MPOTEO0aKTEpUaIbHBIX OPTOJIOTOB,
XapaKTePU3YIOMIUXCS Pa3HOU 3 (HEKTHBHON YHCICHHOCTHIO U YaCTOTOW PEKOMOWHAITUY.

[Iepen co0oil MBI MOCTAaBUIIH CIAEAYIOLIUE 3a0aUu:

1.  OrueHHuTH CUITY OUMIIAIOIIETO 0TOOPA Y MIIEKOMUTAIOUINX C PA3IMYHON MOMYISIIIUOHHOM
YHCIIEHHOCTHIO;

2. OneHHUTH CHITy OYHUIIAIOIIECTO 0TOOPA y MPOTEO0AKTEPUI ¢ Pa3TUIHBIM 00pa30M JKHU3HU
(obmuraTHBIC TAPA3UTHl U YHIAOCUMOMOHTHI, CBOOOTHOXKHUBYIIIUE);

3.  CpaBHUTH CHUIy OUYHMIIAIOMIETO OTOOpPa B MHUTOXOHIPHSIX MIIEKONMMUTAIOIUX U UX

HpOTeO6aKTepI/IaJ'ILHI>IX opToJiorax.

HAVYYHAA HOBU3HA:

[Iupoko mpuHSTas THIIOTE3a O JErpajallii MUTOXOHAPHUAILHOTO T€HOMa OCHOBaHAa KaK Ha
teoperndeckux (Hoekstra 2000), Tak u Ha smnupuyeckux naHHbix (Lynch 1996; Lynch 1997; Lynch
& Blanchard 1998). Ilockonbky MHTOXOHIPHUM XapaKTEPU3YIOTCS HHU3KOM 3 (eKTUBHON
YHCJICHHOCTBIO 1 OTCYTCTBHEM PEKOMOWHAIINH, MOJICKYJISIPHAST SBOJIIOLNS MUTOXOHIPUAIBHBIX TEHOB
JOJDKHA OBITh aCCOLIMMPOBAHA C BBICOKOH CKOPOCTHEO HAKOIUICHHS CJIa00 BpPEIHBIX MYTAIlHA.
CymecTByeT psiJi paboT, CpaBHUBAIOIUX MUTOXOHIpHaibHble reHbl TPHK ¢ snepubiMu renamu TPHK
U MOATBEPXKAAONINX qaHHble npeanonoxeHus (Lynch 1996; Lynch 1997; Lynch & Blanchard 1998).
Ho mnonxox, mpumeHseMblii B JaHHBIX pa0oTax, HE COBCEM aJeKBaTeH, T.K. SJACPHBIE U
MUTOXOHApHaNbHbIe TeHbl TPHK He OpToNorMYHbl, W TO3TOMY HW3HAYadbHO HMEKOT pa3HbIC

(GyHKIIMOHATIBHBIE W CTPYKTYpHBIE OrpaHuueHus. boiee Toro, Mmomekynbl TpaHcnopTHeix PHK



BOOOIIIE HE MMEET CMBICI CPaBHUBATh, MOCKOJbKY UX (DYHKIHMOHAJIbHBIE OTPAHUYEHUS HAIPSAMYIO
3aBUCAT OT A(PPEKTHBHOCTH TpaHCHAIMHU. B Hameidl paboTe MbI BIEpBbIE NPOBOAMM CpPaBHEHHE
OPTOJIOTMYHBIX ~ OEJNOK-KOJUPYIOIIMX  TE€HOB, HAaXOIAIIUMXCA B  HEPEKOMOMHHUPYIOUIMX U
PEKOMOMHMPYIOLIMX TIeHOMax U3 MOMyJsAUuMd C pa3Holl >(QQEeKTUBHON UUCIEHHOCTHIO: B

MHUTOXOHAPUAX MJICKOIMUTAIOIIUX U B HpOT€O6aKT€pI/I$IX.

[NPAKTUYECKAA 3HAYUMOCTD:

JUis TIOHWMaHWSI WHIUBUAYATBHOW TIPEIPACIIONIOKCHHOCTH YeIOBeKa K COBPEMECHHBIM
00JI€3HAM MBI JIOJDKHBI IOHUMATh HAIllle TCHETHYECKOE TIPOILIOe, YTO SBISCTCS IENbI0 HOBOU
OUCHUIUIMHBL — 3BONIOUMOHHONW MenuiuHbl (Ruiz-Pesini et al., 2004). W3yuenue »sBomonuu
MHUTOXOHIPHAILHOI'O T€HOMa M KapTHPOBAHHE CAWTOB MHUTOXOHJIPHAIBLHOTO T'€HOMa, HAXOJSIIUXCS
MOJI Pa3HBIM JIaBJICHUEM OTOOpa, MOMOXKET BBISBISATH MYTaIlMH, aCCOIMHUPOBAHHBIC C OOJIC3HIMH

YCJIOBCKaA.

AIIPOBAIIMA PABOTDI:

OTtnenpHBIC 3Talbl WCCICAOBAHUS OBUIM TMPEACTABICHBI HA CICAYIOMUX KOH(PEPCHIHSIX W
pabounx ceMHHapax:
1. PARTNER-2. (parthenogenesis network) Origin and spread of asexuals. 16-18 April 2004. Valencia
(Spain).
2. PARTNER-4 (parthenogenesis network) 22-24 September 2005. London (Great Britain)
3. Mexnynaponnas mkosia “buomHdopmartuka, reHomuka, mporeomuka’, 11-18 ampens 2006 r.
Anma-Ara, Kasaxcran.
4. 30-as xoHpepenuus mononbix yu€Heix u creuuanucroB UIININ PAH “Uudopmanmonnsie

texHojoruu u cuctemer” (MTuC’07), 18-21 cenrsopst 2007, 3Benuropon, Poccus.

CTPYKTYPA U OFBEM JIUCCEPTAIIMU:

JuccepranuonHas padorta u3noxeHa Ha 90 cTpaHUIAX MAIIMHOMUCHOTO TEKCTa U BKJIIOYACT B
ce0st 5 paznenoB. Pabora conmepxut 11 pucynkoB u 4 tabmuipl. CIUCOK IMUTUPYEMOH JIUTEPATYPHI,

MIPUBOAMMBIN B KOHIIE AUCCEPTAIIMOHHON pabOTHI, CONEPKUT 135 HanMeHOBaHUIA.

COJEPKAHUE PABOTDBI
1. IOCTAHOBKA 3AJTIAYA
B renome KaxxI0M KIETKHM KaXIOTO OpraHrM3Ma IIOCTOSIHHO BO3HMKAIOT HOBBIE MYyTallUU.
[Tonasnsromniee OOJBIIMHCTBO HOBBIX MYTAaIMil, BOSHUKAIOLIMX B JIMHUM IOJIOBBIX KJIETOK, JHOO He

BIIUSICT HA MPHUCIOCOOIECHHOCTh BOOOIIE (aOCONIOTHO HEUTpalbHbIE MYTAIlUH), JIMOO YMEHBIIAeT



MPUCIIOCOOJICHHOCT Oynymero opranusMa (BpeaHble W cinaboBpemHble Myranuu). HeliTpanbHbie
MyTall¥, 10 OIpPEIECIICHUI0, HUKAK HE BIHMSIOT HAa MPHUCHOCOOJICHHOCTh OpraHu3Ma U IO3TOMY
¢bukcupyroTcs ciaydailHBIM 00pa3oM €O CKOpPOCTBIO, IPONOPLHOHAIBLHOW TeMIy MYTHPOBAHUS
(Kumypa 1985). Bpeanble jxe MyTanuH, CWIbHO TIOHW)Xas MPUCIOCOOJIEHHOCTh OpraHu3Ma,
YIAISIOTCA W3 TOIMYISLIUU, HE OCTAaBIISAs HHUKAKOTO ciena B sBomonuu. Hac Oyaer mHTEpecoBaThb
MPOMEKYTOUHBIA KIJIACC MyTalMid: cIabOBpeAHbIe MYTAallMH, KOTOPHIE, HE3HAYHTEIHHO yMEHBIIas
IPUCIIOCOOJIEHHOCTh OpraHu3Ma, Bc€ el HMMEIOT INAHChl 3a(UKCUpPOBAaThCS B MOMYNALUU B
pe3yibTare cily4ailHOro reHeruyeckoro apeida nim s¢dexra OyThIIIOUHOIO TOPIbIIIKA, BHOCS CBOM
BKJIA/I B MEKBUJIOBYIO IUBEPTEHIIHIO.

[TockoNbKy CTOXaCTUYHBIE TIPOIECCHI MPOUCXOAST CWIbHEE B  MaJOYHMCICHHBIX
NOMyJMANUSAX, TO MMEHHO Takue MaJOYMCICHHblE MOMYJISLUUM JOJDKHBI OBITh  CHUJIbHEE
IPEPACIOIO0KEHbI K HAKOIIJICHUIO CIAa00BpeHbIX MyTaluid. [IoMUMO Majao4MCIEHHOCTH MOMYJISILUN
OOJIBIIYI0 POJIb WTPaeT PEKOMOWHAIMS, B pe3yJbTare KOTOPOH MNEPEeMEIIMBAIOTCS ClaboBpeIHbIC
MyTaliy, yBeIHunBas >PQPEKTHBHOCTh ouumiaromero orbopa. B manHoit pabore wuccnemyercs
BIUSIHUE ATHX JBYX (hakTopoB (dd(exTHBHAS YHMCIECHHOCTh M YacCTOTa PEKOMOWHAIMU) HA CHUITY
OYMILAIOIIEr0 0TOOpA.

Haxomnenne cinaGoBpeHBIX MyTAllMii MOXKET HMPOHMCXOIUTH JOJTO€ BpeMsl HE3aMETHO,
IUTABHO TIOHIDKAs CPEIHIOI TPHUCTIOCOONEHHOCTh BHaa. OnHako, B TOT MOMEHT, KOrja
IPUCIIOCOOJIEHHOCTh BHJIa OMYCTHTCS JI0 TaKOro MOpOra, KOorja cpeJHee 4YHUCIO NMOTOMKOB OT Maphbl
OpPraHU3MOB, JI0)KUBIINX 10 TIOJIOBOM 3peNOCTH, OMYCTUTCS] HUXKE JIBYX, JJaHHAs MONYJsIus OyaeT He
CrIoco0Ha K JaJbHEHIIEMY MOJAEP)KaHUIO0 CBOEH YMCIEHHOCTH HAa MPEXKHEM ypPOBHE M HAYHETCS
IpoIiecc MyTallMOHHOTO TUIaBieHus: (mutational meltdown), Bexymero k BeiMupanuto Buga (Lynch,
Burger et al. 1993). MyranuoHHOe IUIaBJICHHE MPOUCXOAUT B PE3yJbTaTe CyIIECTBOBAHUS
MIOJIOKUTEIIbHOM OOpaTHOM CBSI3U MEXAYy YMEHbIICHHEM YMCICHHOCTU HONYJSLMM U YBEIMYCHHEM
TEMIIa HAKOIUICHHUS CIa0OBPEIHBIX MYTAIlM — €CIM OT KaKIOW Mapbl OPraHU3MOB JO COCTOSIHHUS
MIOJIOBOH 3PEJIOCTH J0KMBAET MEHEE JBYX IMOTOMKOB, TO YHCICHHOCTh MOMYJISIIIMA HAYMHAET Ma/aTh,
YTO aBTOMAaTHYECKH YBEIMUMBACT CUIYy T€HETHUECKOTro apeida, B pe3yabTare KOTOPOro GuKcupyercs
Oonbmast fgons cinaboBpenHbix Mytanuil. [locne HakoIuleHUs TOTMOJIHUTENBHBIX CIa00OBpPEIHBIX
MyTalfii, TPUCHOCOOICHHOCTh OPTraHU3MOB MaJaeT emé CHIbHEE, W KOJIMYECTBO MOTOMKOB,
TOXHBIIUX IO TIOJIOBOW 3PEIOCTH, YMEHBIIAETCs emeé ObICTpee, MPUBOS K JallbHEHIIEMY MaJICHUIO
YUCICHHOCTH U YBEIMUYEHHUIO CHUJIbI TeHeTHueckoro apeida u 1.1. OQHaKo emé HUKTO He Haloaall
[IpoliecC BBIMHPAHUS BUAOB H3-3a MYTALlMOHHOIO IUIABJIEHMS, W IOKA 3TO JIMIIb MaTeMaTH4ecKas
abcrpaknus (Lynch, Burger et al. 1993).

MHUTOXOHAPHATBHBI T€HOM, KOTOPBIH BHIOpaH OCHOBHBIM OOBEKTOM ITaHHON pPabOTHI,
SBJISICTCA OYEHb UHTEPECHBIM M BaXKHBIM C TOUKH 3pEHHs] 0TOOPA MPOTUB CJIA0OBPEIHBIX MyTallUi U3-

34 CyII€CTBOBAHUSA TpéX IMPUHIUIIHAIIbHBIX OTJIMYHUH 11O CPAaBHCHUIO C ACPHBIM I'CHOMOM. BO—HepBHX,



B MHTOXOHJPUATHLHOM T'€HOME H3-32 OTCYTCTBHUSI I€HETHUECKON PEKOMOWHAIIMU MEXIy T'C€HOMaMH,
MPOU3OMIEAINMHA OT Pa3HBIX POJHUTENEH, HEBO3MOXKHO TepepacrpeesieHiHe BPEIHBIX MyTaluid |,
TakuM 00pa3oM, MYTallMOHHBINA TPy3 (10N MOTOMCTBA, DIIUMUHUpPYEMasi U3-3a BPEAHBIX MYTaIUii)
MUTOXOHJIPHAIILHOTO T€HOMa HE MOXET OBITh YMEHBIIEH 3a CYET yHaJeHHsl cpa3dy HECKOJIbKUX
MyTaluid ¢ OJHOW 0COoObI0. J[pyrumMu cioBaMH, B MUTOXOHJIPHAILHOM T€HOME TpaBmio MeEmnepa
«OJHA MYyTalusi — OJIHA TCHETHYECKas CMEPTh» SBIIACTCS HEOCIOPUMOW HCTHHOH. Bo-BTOpEHIX,
MUTOXOH/IPHAIIbHBII T€HOM HacleAyeTcsl TOIbKO M0 MaTePUHCKOW JIMHUU, TIOATOMY €ro TeHbl HMEIOT
HU3KYI0 3P (GEKTUBHYIO YHCICHHOCTh (Takylo ke, Kak Y XpoMOcOMa), B CBSI3U C Y€M OHHU CUJIbHEe
MIOJIBEP’KEHBI HAKOTUICHHUIO CIIA00BPEIHBIX MYTallUi B pe3yJIbTaTe TeHETHIECKoro apeida. B-tperpux,
M3-32 arpeCCUBHOM BHYTPEHHEH cpenbl (aKTUBHBIE (POPMBI KHCIOpO/a) M OOJBIIOr0 YHcia payHIOB
pEIUIMKAIM MUTOXOHAPUAIBHOTO TeHOMa TeMn MyTupoBanus MutoxoHapuansHoit JJHK (MtIHK) Ha
HYKJICOTH Ha TTOKOJCHHE YBEIMYCH MPHMEPHO Ha TPH MOPSAKA W cocTapisier okono 1.5x107°. Bee
9TH MPUYUHBI, HECMOTPSI HAa HEOOJBIIONW pa3Mep MHUTOXOHAPHUAITBHOTO TEHOMAa, MOTYT IPUBOAHTH K
OYCHb BBICOKOMY MYTAI[MOHHOMY TPYy3y M YBEIHYHBATH BEPOSITHOCTDH JErpajanuu Bcero renoma. C
TOYKH 3pEHUsSl MOMYJSIUOHHOW T€HETHUKU OXHUAAETCS, YTO MMEHHO MHUTOXOHIPHUATIBHBIA TeHOM (a
TaK)kKe HEPEeKOMOMHUPYIOIIUN Y4acTOK Y-XpOMOCOMBI) MOXKET ObITh HaubOJIee KPUTHUYHBIM MECTOM,
OTIPEIENIAIONIUM TIPUCIIOCOOIEHHOCTh OpraHu3Ma W NPEApPACTIONOXEHHBIM K HAKOIUICHHIO BPEIHBIX
mytanuii (Cortopassi 2002). B cBsizu ¢ 3TuM ObUIO OMYOJIMKOBAaHO HECKOJBKO paboT, B KOTOPBIX
Maiikn Jluny ¢ koseramu oneHuBan 3((PEKTUBHOCTH ynajdeHHsl cIa0OBpPEAHBIX MYyTalMi U3
MUTOXOHJIPHAIILHOTO TeHOoMa 1o cpaBHeHuto ¢ saepHbiM (Lynch, Burger et al. 1993; Lynch 1996;
Lynch 1997; Lynch and Blanchard 1998). Pesymprar 3THX HCCIEIOBAaHUN TMOITBEPIUIT
MOTEHIIMAIBHYIO POJIb MUTOXOHIPUN B MAICHUU MPUCTIOCOOIEHHOCTH OPTaHU3MOB H B ITOCIIEAYIOIIEM
BeiMupanuu Bua0B (Lynch 1996) (Lynch 1997). B nannoii paboTe Mbl peuriyi mpoaHalu3upoBaTh
a/IeKBaTHOCTh BBIBOJIOB, CAeNaHHBIX JInHUeM, u u3ydunu 3¢ ¢GeKTUBHOCTh 0TOOpa, JEHCTBYIOLIETO B
MUTOXOHAPHAILHOM T€HOME Ha OoJblieM 00beMe JaHHBIX, CPABHUB CHIIy OUYHUINAIOUIETO O0TOOpa HE
MEXITy CIyJaiHbIM Ha0OpOM TECHOB W3 SApa W MHUTOXOHAPUN, a MEXIY OPTOJIOTHYHBIMH TECHAMH,
BBITIOJHSIONUMHI OJIHU U T€ XK€ (YHKIMH y Pa3HbIX BUOB MIIEKOMUTAIOIUX M MPOTEOOAKTEPHIl.
CpaBHuBaeMble HaMU BBIOOPKHM OPTaHU3MOB OTJIMYAIOTCS pa3HON 3(PPEKTUBHON YHCIEHHOCTHIO U
JacTOTOW PEKOMOWHAIIMM M, B COOTBETCTBUU C 3aKOHAMHM IMOMYJISIIIHOHHON T€HETHKH, MbI OXKHJAJIH
yBUIeTh Oosiee 3(PpPeKTUBHBIN OTOOpP y BHIOB, OOJNAJAIOIINX BBHICOKMM YPOBHEM DPEKOMOWHAIMH U
BBICOKOH 3 (HEeKTUBHON YMCIEHHOCTHIO (Ne).
2. HAKOILJIEHUE CJJABOBPEJHBIX MYTAIIUI B MUTOXOHIPUAJBHBIX BEJIOK-
KOAUPYIOLINX TEHAX MUIEKOIIUTAIOLIUX

Llenpi0 JaHHOTO HMCCIIEIOBAHUS CTajla CPAaBHUTEIbHAs OIeHKa 3()(PEeKTHBHOCTH OYHMINAIOIIETO

oTOOpa y MIICKONMUTAIONIUX C pPa3HOW TMOMYIALUOHHOW YHCIEHHOCThIO. B KauecTBe OIEHKHU

3(1)(1)6KTI/IBHOI‘/'I YUCICHHOCTHU l'[Ol'Iy.]'IHI_[I/Iﬁ HN3y4acMbIX BUJAOB MIICKOIIMTANOIHNX, MblI HCIIOJb30BaJIN



Maccy Tela TOJOBO3PETION CaMKH, OCHOBBIBASCh HA TOYTH YHHBEPCAIBHOW OOpaTHOW 3aBUCHMOCTH
Mexy Maccoi Tena u N (Damuth 1993).
METO/IbI

IToTHOCTBIO OTCEKBEHUPOBAHHBIE MUTOXOHAPHAIbHbIE T€HOMbI 138 BHIOB MIIEKONMMTAIOLIMX,
noctynHble Ha MoMeHT Jjieta 2005 roga, Obuln 3arpykeHbl ¢ 0a3bl JaHHbIX HanmoHanbHOro LEeHTpa
OMOTEXHOJIOTHUECKOM uH(pOpMaIun CIIA (NCBI)

(http://www.ncbi.nlm.nih.gov/genomes/ORGANELLES/animalabout.html). Bce 13 0€eNnoK-

KOJUPYIONIMX TeHa ObUIM M3BIEYEHBI M3 KAXKIOrO0 T€HOMa M TPAHCIMPOBaHbl B aAMUHOKHCIIOTHBIE
MOCJIeIOBATEIBHOCTH. BBIpaBHUBAHUS aMUHOKHUCIOTHBIX ITOCIIEAOBATEIFHOCTEH OBUIM CHETaHbI IS
kaxaoro rena ¢ ucronszoBanueMm ClustalX (Thompson, Gibson et al. 1997), ¢ mapamerpamu 10
YMOJYaHHIO, W 3aTeM OTKapTUPOBAHbI OOpaTHO HA TEHOM, YTOOBI MOJYYUTh HYKIICOTHIHBIC
BBIDABHHMBAHMS, COTJIACOBaHHbIE C O€nKOBbIMU. BbipoBHeHHblE 13 aMHUHOKUCIOTHBIX u 13
COOTBETCTBYIOIINX HYKJICOTUIHBIX MOCIEIOBATEIHHOCTEN O€3 CTOM-KOAOHOB OBUIM KOHKATCHUPOBAHBI
B OJJHY AMUHOKHUCIIOTHYIO U COOTBETCTBYIOUIYIO HYKJICOTUIHYIO IOCJIEA0BATEIbHOCT ISl KaXKJ0ro
Buja. OUIOreHETUYECKOE IEPEBO MIIEKOMUTAIOMIUX OBLIO MOCTPOSHO MO CIIMTHIM AMUHOKUCIOTHBIM
MOCIIEI0BATEIBHOCTSAM C HUCIOJIb30BAHUEM METOJa HauOOJbILEro MpaBIonog00us, peaii30BaHHOTO B
nporpamme PHYML (Guindon and Gascuel 2003). CmuTble HYKJICOTHIHBIE TOCIEIOBATEIBHOCTH
OBUIN MCTIOJIb30BaHbI IPU U3YyYCHUN HYKJICOTHIHBIX 3aMEICHHA.

B kayecTBe OIICHOK TeMIa HAKOIUICHHs CIIA0OBpPEAHBIX MYTalUd Mbl MPOAHATU3UPOBAIU
O0COOCHHOCTH MOJICKYJSIPHOW SBOJIIOIIMM HA BHEIIHMX BETBAX (UIOTCHETUYECKOro JpeBa (MEexIy
COBPEMEHHBIM BUIOM H MTOCIEIHUM PEKOHCTPYHUPOBAHHBIM IPEIKOM) CIETYIONMMH CIIOCO0aMu:

o OTtHoweHne ckopoctel (hUKcanu HECHHOHUMHYHBIX U CHHOHUMUYHBIX 3amernenuid (Ka/Ks)
OBUIN OIICHEHBI JUTSI KQKI0W BETBU (DUIIOTCHETHYECKOTO JIePEeBa MIICKOIUTAIONINX C TOMOIIBIO
nporpammsl codeml u3 makera PAML (Yang 1997).

. Ckopoctu koHcepBatuBHBIX (K.) m pamukanbHbix (K;) HECHHOHUMHYHBIX 3aMEIICHUA OBLTA
OIICHEHBI, OCHOBBIBAsICh Ha anroputMe Xbio3a U coaBropoB (Hughes, Ota et al. 1990),
KOTOpBIM ObT MomuduuUpoBaH Ui y4€Ta pa3HUIBI YACTOT TPAH3UIMK M TpaHCBEpCUH
(transition/  transvertion bias) (Zhang 2000). JlBaaumaTe aMUHOKHUCIOT  ObLIK
KJacCU(UIIMPOBAaHBl B TPYMIIBI YETHIPHMS Pa3HBIMH CIIOCOOAMH, COTJIACHO UX (U3UKO-
XUMAYECKHM XapaKTepHCTUKaM. MBI HCHONB30BaIH KilaccupuKanuio YkaHa, COTIIACHO
KOTOPO aMUHOKHUCIOTHI OTJIMYAIOTCS MO 3apsiAy, MOJISIPHOCTH U MONAPHOCTU-00beMy (Zhang
2000). JlomomHMUTENBHO MBI  HMCHOJB30BaNM  Kiaccupukamuio  Teisopa, KoTopas
KIacCcu(UIUpPYyeT aMHHOKUCIOTH TONbKO 1o o0bemy (Taylor 1986). AMHMHOKHCIOTHBIC
3aMeIIeHUs] BHYTPU Tpynn (KOTJa MPeaKoBas U COBPEMEHHas aMHHOKHCIIOTHI MPUHAIekKAT

O,Z[HOI71 rpynne) paccMaTpUuBAIMCh KAK KOHCEPBATUBHLBIC, a 3aMCHICHUA MCXKAY I'pYyHIlaMH —



KaK paJuKajbHbIE.

o Taxoke, 4TOOBI OLIEHUTH AMHHOKHCIOTHOE pAa3JIM4yMe, Mbl BBIYMCIHIN CpeaHee (U3UKO-
XMMHUYECKOE pPACCTOSTHUE MEXJy COBPEMEHHBIMM BUIAaMM M UX HauOosiee ONM3KUMU
PEKOHCTPYMPOBAHHBIMU IpeakaMu. Paznuume Mexay JAByMs aMMHOKUCIOTaMU (eciu
IPOU30LUI0 HECHHOHMMHYHOE 3aMEIIEHHWE) B COBPEMEHHOM M IPEIKOBOM COCTOSHHH
OLIEHUBAJIOCH C HCIONB30BaHueM MaTpuisl ['pantama (Grantham 1974) m ycpenHsiiocs mo
BCEM IapaM 3aMEILICHUH ISl KaKI0M BHEIIHEW BETKH.

PE3YJIbTATEI

Jlns Gonee ymoOHOTrO aHaiaM3a pe3yabTaTOB Mbl Pa3[eNUIN BCIO BBIOOPKY Ha JBE TPYIIIBL,
Kaxaas 1mo 55 BUAOB: MeNKHe miekonutaromme (Jorapupm maccel tena LnW<9.04) u kpymHbie
miekonuraromue (morapudm maccel Tena LnW>9.04), rae 9.04 (8400 rp.) — aTo Menuana gorapudma
Mmaccel Tena W (B rpammax). Tpu nmapamerpa (Ka/Ks, Kr/Ke no nonsipuoctu u Kr/Kc no o6bemy)
OKa3aJduCh 3HAYMMO MEHbIIE Yy MEIKUX MJICKOMHUTAIINUX TI0 CPaBHEHUIO C KPYHHBIMHU
miexkonuramumy; napamerp Kr/Ke mo monspHoctu-o0bemy okazancs mouytu 3Hauumo (P=0.07)
MEHBIIIE B MEJKUX IO CPaBHEHUIO C KpymHbIMH MiekonuTamomumu;, Kr/Kc mo 3apsay He mokaszain

3HAYUMBIX pa3nnuuil npu 5%-om ypoBHe 3HaunMocTH (t-tect, Puc. 1, A-E).
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Puc.1. CpaBHeHMe IECTH MOJIEKYIISIPHBIX ITapaMETPOB, YCPEAHEHHBIX 10 55 menkuM (InW< 9.04) u 55
kpynHbeM (In >9.04) mnexkonutatonmm, 9.04 — menuana norapudma maccel (B rpammax). (4) Ka/Ks,
P =0.001. (B) Kr/Kc o nmonspuoctu, P = 0.001. (C) Kr/Kc no obwemy, P = 0.001. (D) Kr/Kc no
nosisspHOCTU U 00Bemy, P = 0.069. (E) Kr/Kc no 3apsany, P = 0.20. (F) paccrosinue ['pantama, P =
0.001 (¢ test). ManeHnbkue KBaJparbl: Cpe/lHEE 3HAUCHUE; IPIMOYTOJIbHUKU: + G CPEHEKBAPATUYHOE
OTKJIOHEHHE; YCbI: 95% noBepUTENbHBIA HHTEPBAI.

AHanu3 CTaHJapTHBIX JIMHEMHBIX 3aBUCHUMOCTEH (perpeccuil) moka3al CTaTUCTUYECKU
3HaYUMYIO (Ha 5% YpOBHE 3HAYUMOCTH) MOJOKUTENbHYIO 3aBUcUMOCTh Ka/Ks u Kr/Kc ot norapudma

Macchl Tena (Tabi. 1), XoTs co 3HAYUTEIbHBIM pa30opocoM (r2=O.16, 0.28, 0.32, 0.6 u 0.07, Puc. 4 A-E,



COOTBETCTBEHHO). Takoil pa30poc CBsi3aH C BIMSHUEM Cpa3y MHOTHX (DaKTOPOB Ha H3ydaeMmble
nmapamMeTpbl, HO, TCM HE MCHCC, TCHACHLUSA YBCINYCHHA H3Yy4YaCMbIX IMMAPaMCTPOB C YBCIUMUYCHUCM

MacCcChI TCJia ABHO IIOATBCPIKAACTCH.
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Puc. 2. CrannapTHble JUHEHHBIE perpeccuyd MOJEKYISPHBIX IapaMeTpoB OT jorapupma maccel 110
BU10B Miekonutammux. (4) Ka/Ks. (B) Kr/Kc no nonsipaoctu. (C) Kr/Kc o o6wsemy. (D) Kr/Kc 1o
nosisspHOCTH U 0o0bemy. (E) Kr/Kc mo 3apsgy. (F) paccrosiaue I'pantama. [lapamerpsl perpeccuii
yKa3aHbl B Ta0I. 1.

[TapameTpel, KOTOpBIE MBI aHAIM3UPYEM, BO3MOXHO, HE SBIISIOTCS HE3aBUCHUMBIMH CpEIU
BHUJIOB, B CBSI3H C (DMIIOTCHETHUECKON MHEpUHUEH — HaclIeJOBaHHEM IpU3HAaKa OT OOLIEro mpeaka Ko
BCceM MOTOMKaM. DuioreHeTMueckas WHEPIHS MOXET OTPAa3HThCS Ha MEKBHIOBOM aHAIN3E M
CKOMIIPOMETHPOBATh KJIACCHYECKUE CTAaTHCTHYECKHE METOIbl, paboTaloume C He3aBUCHMBIMU
nanabiMa (Fisher and Owens 2004). UToOb1 KOHTpOIUPOBATh dPPEKT HEHE3aBUCUMOCTH JaHHBIX, MBI
MIPOBEJIN PETPECCHOHHBIN aHAIN3, UCTIONb3YS JIMHEHHBIE MOJETN CO CMEIIaHHBIM (P PEKTOM, KOTOpBIE
SBHO YYWTBIBACT HMEPAPXUYECKYIO (BJIOKEHHYIO) U, TaKUM 00pa3oM, B3aMMOCBS3aHHYIO
(KOppenMpOBaHHYIO) CPAaBHUTEIBHO-BUIOBYIO CTPYKTYpY AaHHBIX. B Hameil pabore 3TOT MeToa ObLI
NMPUMEHEH C UCTOJb30BaHMEeM (QyHKIuHU Ime B makere nlme B si3pike R (R Development Core Team
2005). Hamwm naHHble ObUIM CIpYNIIMPOBAHBI B CIIECAYIOIIME YPOBHHU: BUJABI BHYTPU pOJa, BHYTPHU
ceMeiicTBa W BHYTpU OTpsiga. Pe3ynmpTarhl, KOTOpbIE MOJYYEHBI C HCIIOJIB30BAHUEM CMEIIAHHBIX
JMHEHHBIX MOJENCH, YYUTHIBAIOUIMX 3aBUCHMOCTH JaHHBIX, JIMIIb HE3HAYUTEIBHO OTJIMYAIOTCS OT
pe3yIbTaTOB, KOTOPHIE MOMYYESHBI Ul CTAHJAPTHBIX JTMHEHHBIX MOJICNIEH, 32 UCKITFOUEHHEM CITydasi C
Kr/Kc mo 3apsay (tadm. 1).

B kadecTBe OICHKM OTHOCHUTEIBHOH 3((PEKTHBHOCTH OYHMIIAIOMIETO OTOOpa B KPYIHBIX IO
CPaBHEHUIO C MeJKMMHU Miekonurtaromumu Mbl cpaBHmM Ka/Ks n Kr/Kc B JKMBOTHBIX pa3HOTO

pasmepa. Log. Maccel Tela THUIMYHOTO MEJIKOr0 MIICKOMHUTAIONIET0 MPUHSAIM 3a 5.62 (4To



COOTBETCTBYeT 275 rpaMMamM), a TUIMYHOIO KpYMHOIO MIleKomuTarouero — 3a 12.82 (uto
cooTBeTcTBYeT 369500 rpammam), JaHHBIE BEJIMYMHBI — 3TO cpenHue Log. mMaccel Tena cpeau 55
MEJIKMX M 55 KpyNHbIX MIIEKONUTaomuX u3 Hamed BelOopku. Ka/Ks okazancs na 45% Beime y
KPYIHBIX IO CPaBHEHMIO C MEJIKMMHU Miekonuraroummu, toraa kak Kr/Ke — nHa 8-40% Bblie, B
3aBHCUMOCTH OT THIIA MCIOJIB3YEeMOH aMUHOKHUCIOTHOW Kiaccudurammu (Tadm. 2). DT pe3ynbTaThl

OYeHb OJIM3KH JIJIs1 CTAHJAPTHOM JIMHEHHON MOJIENH U CMEIIAHHOM JIMHEHHOW MoienH (Tadut. 2).

Tada. 1. CpennHue, cpelHEKBaIpaTHUUHbIE OTKIOHEHUs, MapaMeTpbl W 3HauyeHuss P craHmapTHBIX
JUHEHHBIX MOJENEH W MoJele CMENIaHHBIX 3(P(EKTOB I PErpeccHil Ka)JIOoro H3y4aeMoro
rmapameTpa ot jioraprdMa Macchl Tena. (SE) — crannaptHas omuoKa.

CTaHI[apTHBIe HHHeﬁHBIe MOAEIn MOZ[GJ'II/I CMCIIIaHHBIX 2 (I)GKTOB
TOYKa TOYKa
Hapaserp Cpeanee (SE) nepeceuenus | Hakion P nepeceuenus: | Hakmon P
COCbl0 Y COCbl0 Y
Ka/Ks 0.046 (0.002) 0.028 0.0020 | <0.001 0.023 0.0024 0.010
Kr/Ke no 0.846 (0.028) 0.525 0.0348 | <0.001 0.475 0.0369 0.002
nozmpnocmu
Kr/Kc no obveny | 0.872 (0.027) 0.528 0.0373 | <0.001 0.547 0.0337 0.001
Kr/Kc no
noasprocmu u 0.504 (0.012) 0.443 0.0066 0.013 0.449 0.0057 0.061
00vemy
Kr/Kc no sapady | 0.420 (0.016) 0.330 0.0097 0.007 0.353 0.0066 0.157
Paccrosmme 56.940 (0.462) 52.614 0.4692 | <0.001 52.314 0.4784 0.001
I'panTama

Ta6u. 2. OTHOIIEHUS! CKOPOCTEH HECHMHOHMMHYHBIX K CHHOHUMHYHBIM (Ka/Ks) W paguKalbHBIX K
KoHcepBaTuBHBIM (K7/Kc) 3amelieHusM, U aMUHOKHUCIOTHOE paccrosinue (pacctosnue ['pantama)
MEXy COBPEMEHHBIMH BUJIAMH U MX HanOoJjee OJM3KUMHU PEKOHCTPYHUPOBAHHBIMH IPEIKAMHU.
BenuunHbl cneBa COOTBETCTBYIOT KPYIHBIM (CpelHss macca Tena - 369.5 Kr), BeIMYUHBI CIpaBa —
MENKUM (CpemHsiss Macca Tena - 275 T) MIICKONUTAIoONMM. BenuduHBI OBLTH TOJIYYEHBI U3
CTaHJIapPTHBIX JTUHEHHBIX Mozenelt (OLM) u moaeneit cmemanHbix 3¢ dexkroB (MEM).

Kr/Ke
Moo0eb Ka/Ks 1o Paccmosnue
10 NONIAPHOCMU no o6vemy noaspHoCcmu no 3apsoy
Tpanmama
u 00vemy
OLM 0.054/0.039 0.97/0.72 1.01/0.74 0.53/0.48 0.45/0.38 58.63/55.25
MEM 0.054/0.036 0.95/0.68 0.98/0.74 0.52/0.48 0.44/0.39 58.45/55.00

ITockonbKy, Kak ObUIO IMOKa3aHO BBILIE, OYMILAKOUIMKM OTOOp JeiicTByeT Ha OOJBIIMHCTBO
HECMHOHMMUYHBIX 3aMEIIEHUH B MPOTUBOIOJIOKHOCTh MOJIYAIlUM 3aMELIEHUsIM, M MEHee
3¢ GEKTUBEH B KPYIMHBIX MIICKOMHUTAIOUINX, MBI 0)KHJAEM, YTO KPYITHbIE MJICKOIUTAIOIINE HAKOIMIN
Oosbllle BpeIHBIX MyTalUMH M, TaKUM OOpa3oM, 3BOJIOLHOHUPOBAIN Jalbllie OT CBOUX Hamboisee
COBPEMEHHBIX MPEIKOB. AHaIU3 paccTosiHUs ['paHTama noJep kuBaeT JaHHOE IMPEOoI0KEHUE: OHO
OoJbIIIe y KPYIMHBIX MIIEKONUTAIONIMX B citydae cpenuux (puc. 1F), cranaapTHBIX TMHEHHBIX MOenen
(puc. 2F) u cMmemanHbIX TMHEHHBIX Mozenel (Tabma. 1). KonnuecTBeHHO, aMUHOKUCIIOTHBIE pa3inyus
MEXJy COBPEMEHHBIMU U IPEIKOBBIMU IIOCIEIOBATEIBHOCTAMU Ha 6% BplIE y KPYNHBIX IIO

CPaBHEHHUIO C MEJIKMMHU MJICKOITUTAIOMUMH (Ta0I. 2).



OBCYXXJIEHUE PE3VJIbTATOB

Ham amanu3 moka3eiBaeT, 4TO B OOJIBIIMHCTBE CIIY4acB MHUTOXOHIPHAIBHBIC OEIOoK-
KOJUPYIOIIME TeHbl KPYMHBIX MIICKONMMUTAIOIMIUX HMEIOT 0o0jee BBICOKYI0 CKOPOCTh HAKOIUICHHS
HECMHOHUMUYHBIX 3aMEIIeHUH MO OTHOIICHHWIO K CHHOHMMHUYHBIM, a Cpeld HECHHOHUMHUYHBIX
3aMelIeHNl — 00Jiee BBICOKYIO CKOPOCTh HAKOTUICHHUS PAJAMKAIBHBIX 3aMEIICHUN 110 OTHOIICHHIO K
KOHCEpBATHBHBIM. [I0CKOIBKY HECHHOHMMUYHBIC 3aMEIICHUS JODKHBI OBITH 00JIee BPEIHBIMH, YEM
CMHOHHMMUYHBIC, a paJuKaIbHBIE JOJKHBI OBITH OOJiee BpEIHBIMH, YeM KOHCEPBATHUBHBIE, 3TO
MO/IPa3yMEBAET, YTO KPYMHbIE MJICKOMUTAIOIINE MOABEPKEHBI MeHee d(PPEKTUBHOMY OUHILAIOIIEMY
oTOOpy, YeM Mejikue MiekonuTaromme. ClieqoBaTeabHO, KPYITHBIE MIICKOIHUTAIOIINE HAKATUIMBAIOT
0osiee BpeAHBIE MYTaIlMH, YTO MPUBOJUT K 0OJice CHILHOMY aMHHOKHCIOTHOMY Pa3jIHuUI0 MEXIY
COBpEMEHHBIMH BUJAMH U UX HaubOojee OJM3KUMHU PEKOHCTPYHMPOBAHHBIMH TMpEIKaMH, 4YTO H
Ha0I110/1a710Ch B JAHHOM HCCIIEZIOBAHUU.

K1/Kc 1o 3apsiny — 3TO €IMHCTBEHHBINH MapaMeTp, KOTOPBIA HE MOKa3aJl 3HAYMMOTO Pa3InIHs
MEXIY KPYIMHBIMH W MEIKHMH MJICKOTMTAOIIMMU B Cllydae CPEJHMX W B Clydae CMEIIaHHOW
TUHEHHON MoJenu (XOTs pa3iuyaercs B Cllydae CTaHIapTHOM JIMHEHHOM Mozenu). Mbl 3aMeTUIIH, 4TO
cpenu uetbipex napamerpoB Kr/Kc, Kr/Kc mo 3apsay nMeer HauMeHbllee cpeliHee 3HaueHue (Tadl.
1), 9TO CBHAETENBCTBYET O JCHCTBHM CHJIBHOTO OYHMIAOMICTO OTOOpA HA 3aMEIICHUs, CBSI3aHHBIC C
W3MEHECHHEM 3apsifa, B uccieayeMorx oenkax. Koaddumuent ordopa s<0 Tak Benwk mo abCOIOTHOMY
3HAYEHUIO, YTO HE TOJIBKO MEJIKHE MIIEKOMUTaroue (¢ BHICOKUM N¢), HO U KPYITHbIE MICKOMUTAIOIIHE
(c Hu3KUM N¢) UCHIBITHIBAIOT CUIIBHBIN ounaromuil otoop, s < -1/Ne, wpymmme < =1/Ne, memcue, 1 TTOITOMY
0CBOOOXKIAIOTCS OT TaKMX MYyTalWi. B IpOTHBOMOJIOXKHOCTH 3TOMY, OUMINAIOIINN OTOOp, KOTOPHIH
JCHCTBYET Ha 3aMEIICHUS, BEAYIIHNEe K M3MEHEHUIO IO IMOJSIPHOCTH WM 00bEMYy — OTHOCHTEIHHO
cialblii (3HaYeHHsI COOTBETCTBYIOIUX napameTpoB Kir/Kc Makcumanbhbie, Tabmn. 1), u kodpduipent
otOopa HaxoauTcs B 3(pPeKTUBHO-HEUTPATBLHOM 30HE B CIy4ae KPYMHBIX MIICKOMHUTAIOIINX, HO HUXKE
€e B CIydae MEJIKMX MIIEKOHNHMTAIOIMX, TO €CThb -1/Ne wpymue < S < -1/Ne vemme. Cll€0BaTENBHO,
paJMKaIbHBIC 3aMEICHUsS, BEAYIIHEC K M3MEHEHUSM B IOJSIPHOCTH U O0BEMe, 3aKPEIUISIOTCS Y
KPYIHBIX MJICKOMHUTAIONINX, KaK KOHCEpPBAaTHBHBIC. 3aMETHUM, YTO AJI KPYIHBIX MIIEKOMUTAIOUINX
3naueHusi Kr/Kc mo momspHoctH u 0oO6beMy mnexar okono emuHuibl (puc. 1 B u C), HO Takue
AMUHOKHCIIOTHBIE 3aMEIICHHS ITOABEPIKEHBI IMMHUHALINN Y MEIKUX MilekonuTaronmx. CiraboBpenHbie
MYTallX C TAKAM MTPOMEKYTOUYHBIM K03 PHUIIeHTOM 0TOOpa S OYAYT aKKYMYJIHPOBATHCSI B OCHOBHOM
y KPYIHBIX MJIEKOMTUTAIOIIHX.

Pasnuume  Mexay  MeENKMMH M KPYOHBIMH  COBPEMEHHBIMH  MIICKOIMUTAIOIIMMH,
MIPOaHATM3UPOBAHHOE B JAHHOK paboTe, MOXKET OBITh PACCMOTPEHO C TOYKH 3PCHHUS TOJITOBPEMEHHOM
IBOJIFOIIMOHHONW TICPCIIEKTUBBI, YYUTHIBAasi OONIWI HSBOJIIOIMOHHBIA TPEHJ B CTOPOHY YBEITUYCHHS
Macchl Tela, U3BECTHBIM, kak mpaBwio Koma. XoTs CylIeCTBYIOT HMCKIIOUEHHUS, JAHHBIN TpEH]

netanpHO omucaH s miekonutaronmx (Alroy 1998) (Van Valkenburgh, Wang et al. 2004):
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JOCTaTOYHO TOTO TIPUMEpa, YTO BCE MPEAKOBBIC (OPMBI MIICKOIUTAIOMUX OBUTH MaJICHEKHUMH
CYIIECTBAaMH Pa3MEpPOM C 3eMJICPOKKY, TOT/Ia KaK COBPEMCHHBIC MIJICKOITUTAIONIUE BKIIOYAIOT B ceOs
TaKWX TUTAHTOB, KaK TONXy0OH KUT W adpuKaHCKHU CJIOH. MBI TpeironaracM Ha OCHOBaHHH
COBPEMCHHBIX JAHHBIX, YTO SBOJIIOLHUS MIICKONMMUTAIONIMX B CTOPOHY YBEJIWYCHHS MacChl Tela
COINPOBOX/IAJIACh HAKOIUICHHEM CJIA0OBPEAHBIX MYTAllMid, YTO B CBOIO OYepelb YMEHBIIACT
MPUCIIOCOOJICHHOCTh W YBEIMYMBACT BEPOSTHOCTH BBIMHUPAHHS KPYIMHBIX MICKomHuTaromux. OIHO
KOCBCHHOE CBHUJICTEIBCTBO MOJTBEPXKAACT JAHHYI THUIIOTE3y — KPYIHBIC J>XUBOTHBIC, BKJIIOYAs
miekonuTtarmux (Purvis, Gittleman et al. 2000; Polishchuk 2002; Cardillo, Mace et al. 2005) 6omnee
MOJIBEPKCHBI BBIMHPAHUIO. beccropHo, HEOOXOIUMBI JIOTIOJHHUTEIBHBIC HWCCIICIOBAHMS, YTOOBI
OIICHUTh POJIb MeHee 3S(P(PEKTUBHOrO oOUMIIAIONIEr0 OTOOpa B YBEIMYCHWH PHUCKA BBEIMHUPAHUS
KPYITHBIX MJICKOITUTAIOIINX.

3. OYMIIAIOIIUM OTBOP B MUTOXOH/IPUAX CBOBOJHOXKUBYIIUX U

OBJIMTATHBIX BHYTPUKJIETOUYHBIX BAKTEPUSX

B mpenpiaymieii riaBe MbI MOKA3aid, YTO yJAJICHHE CITAa00BPEIHBIX MYTAIllMi JOJDKHO OBITH
s¢dekTrBHEE B BUAAX C BBICOKOH 3 exTuBHOM nomynauuoHHo yncaeHHOCThIo (Ne) (Wright 1931)
B CBs3M cO ciaObiM Jperiom reHoB. Takke, COTJIACHO TEOPHM, MEHOTHYECKAash Cerperamus Hu
peKoMOHMHAIIHS 00ECIICYNBAIOT HE3aBUCUMOE CMEIITUBAHUE aJlJIeNIeH U, TAKIM 00pa3oM, 00eCTICUHBAIOT
0omee rddexTrBHOE ynanenue ciaboBpenubix myranuii (Kimura and Maruyama 1966) u ocTaHOBKY
xpanoBuka Mémnepa (Muller 1964; Felsenstein 1974). Takum o00pazoM, u MNONYJISIUOHHAS
YHCJICHHOCTb, M YPOBCHb PEKOMOMHAIIUY ONPEeIsoT 3()()EeKTUBHOCTh OUYHIIAIOIIETO OTOOPA.

OtHocutenbHass 3(PQPEKTHBHOCTh OYMINAIOMIETO OTOOpa ObIa OIGHEHAa KaK CKOPOCTb
(duKcaMM HECUHOHMMHUYHBIX 3aMENICHHA W PaJUKAIBHBIX aMUHOKHCIOTHBIX 3aMEIICHHWNH B CEeMHU
OPTOJIOTMYHBIX TEHAaX, KOJAMPYIOUIMX CYOBEAMHHUIBI OCIKOBOTO KOMIUIEKCA W3 JBIXaTEIIbHOW IIeNH
(NADH:youxunon-okcumopenykraza win Kommieke [) OakTepuallbHBIX ¥ MHTOXOHJIPHUATBHBIX
TCHOMOB. DTH T'€HBI KOJUPYIOT CYOBEAMHHIIBI OJTHOTO MOJMCYOBETMHUYHOTO OCITKOBOTO KOMILIEKCA H
MIPEJICTABIISAIOT OOJIBIIYIO YacTh OT BCEX OENOK-KOIUPYIONUX T'€HOB MUTOXOHIPHH. OPTOIOTHYHBIC
T'CHBI, KOAUpYIoHe cyobequHuibl KoMiuiekca I, mpucyTCTBYIOT BO BceX adpOOHBIX OaKTEPHSIX.

Bo-mepBbIX, MBI CpaBHHJIM MHUTOXOHJAPHH MICKONHUTaOMMX u Oakrepuid. [lockoabKy
MUTOXOHJIPUH TTPOU3OILIN OT APEBHUX YHIOCUMOMOTHICCKUX MPOTCOOAKTEPUIA, HHTEPECHO CPABHUTH
OYHUIIAOIINNA OTOOP B OPTOJIOTMYHBIX MUTOXOHIPHAIILHBIX U IPOTEO0AKTEPHAIILHBIX TCHAX, YIUTHIBAS
pasnuuusi B WX SKOJOTMU. MUTOXOHAPHHM TMO3BOHOYHBIX HACICIYIOTCS CTPOrO 1O MAaTEPUHCKOM
JUHUH, ¥ I03TOMY O€CIIONIBI U UMEIOT HU3KYI0 b dekTuBHyI0 unciaeHHocTs (Birky 1995). Hanpotus,
OakTepun, 0COOEHHO CBOOOTHOKUBYIIHE, XapaKTEPU3YIOTCS HEHYJIEBEIM YPOBHEM PEKOMOWHAIIUU U
BBICOKOW 3((EeKTUBHON UYUCICHHOCTHIO. [10ATOMY, MBI OXKHIaeM, YTO MUTOXOHJIPHH JOJIKHBI OBITH
MOJIBepKEeHbI OoJiee c1adoMy OUMIIAIOIIEMY OTOODY.

BO—BTOpHX, Mbl OLCHHUJIM YPOBCHL OYHUIIANOLICTO 0T6opa B pPa3jIMUHBIX TIpyHIiax
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MPOTEOOAKTEPHIA, YUUTHIBAsE OCOOCHHOCTH UX AKOJOTHH. C 3TOH TOUYKH 3pEHUs, TPOAHATU3UPOBAHHAS
BbIOOpKa OakTepuil COCTOMT M3 JBYX OCHOBHBIX TpYIII: OOJUTaTHBIE BHYTPUKJIETOYHBIC BHIBI
(mapa3uthl ¥ SHAOCUMOHOHTHI) U CBOOOTHOKUBYIIME BUbI, CIOCOOHBIE XHUTh BHE KIETKH-XO35HMHA.
CB0oOOIHO  KUByIIME TMPOTEOOAKTEPUM  XapaKTEepU3yIOTCs  Oonee  BBICOKOM 3 exTuBHOIM
YHCIICHHOCTBIO U YPOBHEM PEKOMOHMHAIINH, IOITOMY CIIEIyeT 0>KHJaTh, YTO OHU TOABEPIKEHBI Oojee
3p(PEKTUBHOMY OYHINAIONIEMY OTOOpY 1O CpaBHEHHIO C OOJUTaTHBIMH BHYTPUKJIETOYHBIMU
nporeobakrepusimu (Woolfit and Bromham 2003).

B-TpeTbux, Mbl CpaBHUIN YPOBEHb OUHMIIAIOMIETO OTOOpa y OOJUTAaTHBIX BHYTPUKIIETOUHBIX
CUMOMOHTOB (TaMMa-NpOTe00aKTeprur) ¥ OONHMraTHBIX BHYTPUKJIETOYHBIX IapasuToB (anbda-
nporeobakrepun). lllMpoko mpUHATO, YTO cpenad OONUTATHBIX BHYTPUKJIIETOUHBIX OakTepuid
CUMOMOHTBI CO CTPOTUM BHYTPUKIIETOUHBIM HacleaoBaHueM (Buchnera n Blochmannia spp., KOTopbie
HY>KJAIOTCSl B TUTATENbHBIX BEIECTBAX, MOCTYMAIOMINX OT KIETKU-X034MHA) XapaKTepU3yrTcs Oojee
HU3KMM YpPOBHEM DPEKOMOWHAIIMHM II0 CPAaBHEHHMIO C TapasuTamu (IIATOreH 4YeloBeka Rickettsia n
PENpPOAYKTUBHBIA Napa3UT UIEHUCTOHOTMX M HEKOTOPBIX Ipyrux Oecno3BoHOuHbIX Wolbachia),
KOTOpBIE CITIOCOOHBI MEPEXOAUTH U3 OJJHOTO XO35MHA B IPYroro, U, TAKUM 00pa3oM, KOHTAKTHPOBATh U
peKoMOMHMpOBaTH € HOBBIM TeHOMHBIM IyioM (Bordenstein and Reznikoff 2005). Msur
MPOTECTUPOBAIM, MOTYT JIM pa3iIW4yus B Tepenade OOMUTaTHBIX BHYTPUKIETOYHBIX  OaKTepHid,
orpeieNIieMbIe Pa3IMYHBIMU 0COOEHHOCTSIMH MX KOJIOTHH, BIUATH Ha 3(PPEKTUBHOCTD OUHUIIAIOIIETO
0TOOpa MOCPEICTBOM YaCTOThI PEKOMOMHAIIHH.

B-4eTBepThIX, MBI TPOAHATM3UPOBAIN B3aUMOCBS3b CHJIBl OUHUIIIAIOIIET0 0TOOpa C MIIOTHOCTHIO
MOOWJIBHBIX 3JIEMEHTOB B OaKTEpPHAJIBHBIX TE€HOMaX. MBI OXKHAAIH, YTO IUIOTHOCTH MOOMIIBHBIX
AJIEMEHTOB JIOJDKHA MOJIOKUTEIFHO KOPPEIUpOBaTh C ypPOBHEM PEKOMOWHAIMH, MOCKOJIBKY 3TH
(bakToOphl B3aUMHO YCUJIUBAIOT JAPYT JIpyra. YPOBEeHb BHYTPUTC€HOMHONM peKOMOMHAIMH Yy OakTepuii B
OCHOBHOM ONpEJENSIeTCd aKTUBHOCTHIO MOOWJIBHBIX 3JE€MEHTOB, KOTOPHIE CIIOCOOHBI OCYIIECTBISATH
KOHBIOTAIIMIO (KOHBIOTAaTUBHBIC IUIA3MHUBl M KOHBIOTATUBHBIC JJIEMEHTHI) WM TPAHCIAYKIHUIO
(mpocparm mmm ymepennsie ¢aru) (Thomas and Nielsen 2005). [dpyrue MoOuUIBHBIE 3JIEMEHTHI
Oaktepuii u sykapuot (Hickey 1982) (Arkhipova and Meselson 2000) (Schon and Martens 2000)
(Sullender and Crease 2001), HecrmocoOHbIE HMHAYHIHPOBaTH PEKOMOWHAIUIO, HBOJIOLUOHHO
MOJIICP>)KUBAIOTCS. B TEHOME B COOTBETCTBUH C CYHIECTBYIOIIMM YPOBHEM PEKOMOHMHAIIMH: YEM Yalle
pexomOuHanus, TeM Ooibie MOOWIBHBIX AeMeHTOB (Bordenstein and Reznikoff 2005). Takum
00pa3oM, Mbl UCTIOJIB30BAIH MJIOTHOCTH BCEX MOOMIIBHBIX 3JIEMEHTOB KaK MPUOIU3UTENBHYIO OLIEHKY
PEKOMOMHAIIMOHHON aKTUBHOCTH B 0AKTePHAIIbHBIX T€HOMAX.

METO/IbI:

[locnenoBarenbHOCTH CEMU OPTOJOTHMYHBIX Te€HOB (MUTOXOHIpuanbHble: ND1-6 u NDA4L;

OaktepuanbHbie: nuoA, nuoH, nuoJ, nuokK, nuoL, nuoM wm nuoN) u3 anbpa-, 6era- U ramma-

npoTeo0akTepuil M M3 MHUTOXOHIPUN MPUMATOB U TPpbI3YHOB (Rodentia w Lagomorpha), Obuin
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3arpykeHsl ¢ 0a3pl AaHHBIX HanmonanpHOTO LEeHTpa OmorexHonormyeckoil mHpopmammu CLIA

(NCBI) (http://ncbi.nlm.nih.gov/genomes/ORGANELLES/animalabout.html) ¢ wucnons3oBanreM

blastp (Altschul 1990) ¢ remamu u3 E.coli KI2 B xadyecTBe T'€HOB-3alpOCOB. B pe3ynbTare, MbI
MOJIYYMJIN JIaHHbIe Mo 83 BHAaM OakTepHil U MO MUTOXOHAPUSAM 34 BHUIIOB MIIEKOMUTAIONIUX. 3aTeM
9TM TEHbl OBUIM TpPAaHCIUPOBAaHBl in  silico B aMHUHOKUCJIOTHBIE IOCJIEI0BATEIbHOCTH.
AMUHOKHCIIOTHBIE TIOCIIEOBAaTEILHOCTH, JUISI KAaXAOrO TEHa OTACIbHO, OBLUIM BBIPOBHEHBI C
ucnons3oBanueM Mmozaenu E-INS-i-MAFFT (Katoh, Kuma et al. 2005) u 3aTemM OTKapTUPOBaHBI
00paTHO Ha T€HOM, YTOOBI MOJYYUTh HYKICOTHIHbBIC BHIPABHUBAHUS, COTJIACOBAHHBIC C OCIIKOBBIMHU.
Hykneoruanple 1m0 aMHHOKMCIIOTHBIE BBIPABHUBAHUS OBUTH CIIUTHL B OJHY HYKICOTHIHYIO
(COOTBETCTBEHHO, AMHHOKHCJIOTHYIO) TIIOCJIEAOBAaTENIbHOCTh sl Kaxkzaoro Bujga. CiuuTsie
AMHHOKHUCIIOTHBIC MOCJIEIOBATEIPHOCTH OBUIM WCIIOJIB30BaHbI JISI TIOCTPOCHUST (PHIIOTEHETUYECKOTO
JepeBa i KaKI0H MOHOGWIETUYHOM rpynibl (anbda-, 6eTta- 1 raMMa-npoTe00aKTepUH, TPHI3YHBI U
npumathl) ¢ ucnoip3zoBanueM PHYML (Guindon, Lethiec et al. 2005). 'omonornynpie KOJOHHBIE
MO3UIINHU, KOTOPbIE OBLIH TOJIBKO y OaKTEpHil (MM MUTOXOHAPHIL), 1 COOTBETCTBEHHO, OTCYTCTBOBAIIU
y BCEX MHUTOXOHIpUH (Wi OakTepuii), ObUIM yJalleHbl U3 BCeX IMocienoBarenbHOCTel. CHInThie
HYKJICOTUIHBIC TIOCJIC0BATEIILHOCTH OBUIH MCIIONB30BaHbI JJIs U3YYCHUS! HYKJICOTUIHBIX 3aMEIICHUN
Ha BHYTPEHHHX Yy3JIaXx JepeBa. TeMn HaKOIJICHHS HECHHOHMMHYHBIX MYTalUi OTHOCHUTEIHHO
CHHOHMMHYHBIX HAa BHEUIHHX BETBSX JIpeBa OBbLI OLIEHEH C MOMOIIBI0 HECKOJIBKUX MOJETEeH MeTona
MakcuMalbHOro npasaonoaoous (Yang 1997).

Jnst GakTepuanbHBIX BHIIOB C IMOJIHOCTBIO OTCEKBEHHPOBAHHBIM T'€HOMOM OBLIO ONPEACICHO
guciio reHoB ¢ ¢yHKmusMu moOwibHOH JIHK. s 3TOro MBI MCHONB30BaIl aBTOMATHYECKYIO
anHoTanmto n3 Comprehensive Microbial Resource of the Institute of Genomic Research (TIGR).
CornacHo 3Toil aHHOTalMU TeHbl Kinaccuuuupyores Ha 19 QyHKUMOHAIBHBIX KaTerOpuid, cpenu
KOTOPBIX ecTh Kareropusi MmoomwisHOU JIHK, pasznuuaromias BHyTpu ceOsi TeHBI TUIa3Mu, podaro u
Tpancnosupyoomux 31emMeHToB (Peterson, Umayam et al. 2001). MpI HCIIOJIB30BAJIM YHCIO TE€HOB
JAaHHOM KaTeropHH, ICICHHOE Ha pa3Mep T'eHOMa B MIJUIMOHAX Map OCHOBAHMU, KakK OICHKY
IUIOTHOCTH MOOWJIBHBIX 3JIEMEHTOB B KaXKIIOM BuJe. Bce craTHcTHYecKHe WCCIeIOBaHHUS ObUIH
BbInonHeHs! B si3bike R (R Development Core Team 2005) (http://www.R-project.org).

PE3VYJIbTATEIL:

Cuna oummaromero oroopa (1-Ka/Ks), oneHeHHas ais KaXAOH TPYNIBI CPaBHUBAEMBIX

OpraHu3MoOB rpaduuecku MpecTaBiIeHa Ha pUCYHKE 3.
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1-Ka/Ks

A

MUTOXOHO PN MUTOXOHOPUN
B CcBOOOOHO -

XuByLMe

Y cBob6oaHo -
XuByLYne
O cBobogHo -
XXUBVLLUUE

O oobnuratHble
BHYTPUKIETOYHbIE

cBoGOOHOXUBYLLME

obnuraTHble
BHYTPUKIIETOUYHbIE

Y o6nuraTtHble
BHYTPUKNETOUYHbIE

Puc. 3. Paznuuus B cuie ounmatoiero oroopa (1-Ka/Ks) B usyueHnsix opranusmax,. P<0.05
— €CJIM OBaJIbl pacmojiokensl pazaenbHo, 0.05<P<0.08, ecnu oBansl compukacarotcs, P>0.08, ecnu
OBaJIbl TICPEKPHIBAOTCSL.

3nauenuss Ka/Ks oTpumaTenbHO KOPPEIUPYIOT C TUIOTHOCTBIO MOOWJIBHBIX 3JIEMCHTOB
(MIOTHOCTP MOOWJIBHBIX 3JEMEHTOB — 3TO KOJWYECTBO IUIA3MHU, MPO(aroB M TPaHCIO3HPYIOIIIX
3JICMEHTOB Ha OJIMH MIJIJIMOH Tap HykJeoTuaoB renoma; Kendall tau = —0.305; P = 0.0014; N = 46)
(puc. 7). Ilocne ynaneHus U3 BBIOOPKU IBYX BHUIOB C HYJICBBIM YHCIOM MOOWIBHBIX DJIEMEHTOB
(Buchnera aphidicola APS w Buchnera aphidicola Sg) ™Mbl TOCTpPOWIM IHUHEHHYIO PErpeccHuio
In(rmmoTHOCTh MOOHITEHBIX A5IeMeHTOB) OT In(Ka/Ks), koTopas moarBepauiia HaOIroaeMbId TPEH,T
In(Ka/Ks) = —1.297—0.363xIn(rm10THOCTS MOGHIBHBIX 3eMenToB), r” = 0.138, P = 0.013. MsI Takxe
VUM 3aBUCUMOCTb aHAJIM3UPYEMBIX JaHHBIX, HCIIOIb3Ysl IUHEHHYIO MOJIeTh CMEIIaHHBIX 3P EKTOB, 1
BcE PaBHO HaOJTFO Ja)TH 3HAUUMYIO OTPUIATENIbHYIO perpeccuro (In(Ka/Ks) =
—0.670—0.619%In(mmoTHOCTE MOOMIIBHBIX 35ieMeHTOB), P = 0.0012). [TnoTHOCTH ma3mua, npodaros u
TPAHCIO3UPYIOMUX AIIEMEHTOB IO OTACIBHOCTH TAaK)XKe JEMOHCTPHPOBAIH 3HAYMMYIO PAHTOBYIO
koppemsiiuio ¢ Ka/Ks. TImoTHOCTh MOOWIJIBHBIX 3JIEMEHTOB, OINPEIENICHHAs KaK YUCIO MOOMIIBHBIX
TCHOB, JICJICHHOE HA YHUCIO BCEX TI'€HOB B TEHOME, TaKXKe JICMOHCTPUpPOBAJIA OTPUIATEIHHYIO
B3anmocBs3b ¢ Ka/Ks (Kendall rank xoppemsimmst: tau = —0.329, P < 0.001, N = 46; crannapTHas
murerHas perpeccust: In(Ka/Ks) = —3.891-0.396xIn(ruioTHOCT MOOMIIBHBIX A5eMeHTOB), P = 0.008,

N = 44).
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in

0.2

o 4 154 1ah

MIOTHOCTb MOBOUSIbHbLIX 3JIEMEHTOB

Puc.7. Css3p Ka/Ks um mIOTHOCTH MOOWIJIBHBIX 3JIEMEHTOB s 46 OaKTepHaTbHBIX T'CHOMOB.
[T10THOCTH MOOHMIIBHBIX AJIEMEHTOB ObLIa OLEHEHA KaK YUCIO MOOWJIBHBIX 3JIEMEHTOB HAa MWJUIMOH
nap OCHOBaHMIA OakTepualibHOTo reHoma. 31 BUJ CBOOOJHOKHUBYIINX OakTepuid (Oenbie KpyXku) u 15
BUJIOB OOJIUTATHBIX BHYTPUKJIETOUYHBIX OaKTepHii (cepbie KPYKKH).

OBCYXXJAEHUE PE3VJIbTATOB:

Hauyném oOcyxaeHue pe3ynbTaToB, CleBa HAMpaBO JABHUrasCh MO pUCYHKY 3. HeoxumaHHBIM
0Ka3aJ0Ch, YTO MUTOXOHJpPHUAIBLHBIE TE€HbI, HECMOTPS Ha HM3KYIO S()(PEKTUBHYIO MOMYISIMOHHYIO
YHUCJICHHOCTh M OTCYTCTBHE PEKOMOMHAINHU, YPQPEKTHBHEE YAAISIOT CIa0OBpEeIHBIE MYyTallUU IO
CPaBHEHHIO C OPTOJOTMYHBIMU I'€HAMH U3 OOJIMTaTHBIX BHYTPUKIETOYHBIX U JIa)Ke CBOOOTHOKHUBYIIIHX
npoTeo0aKkTepuii, UMEIOLUX OrpoMHbIE () (HEKTUBHBIC MOMYIAIUOHHBIE YACICHHOCTH U HEHYJIEBOM
ypOBEHb PeKOMOUHAINH (JIeBasi KOJIOHKA PUCYHKa 3).

Bosiee Toro, B JOMOTHUTEIBHBIX aHATN3aX MBI [TOKA3aJIM, YTO STOT PE3YJAbTAT HE MOXKET OBITH
0OBSICHEH TIOJIOKHUTEIBHBIM OTOOPOM B OaKTepusixX, 3h(HEeKTOM HACBHIIICHUS! CAHOHUMHYHBIX CAaHTOB Ha
JUIMHHBIX BETKAaX WJIM CTOXAaCTUYECKUX OMIMOOK Ha CIMIIKOM KOPOTKHX BETKaX, HEPAaBHOMEPHOCTHIO
UCIOJIb30BaHUs KOJOHOB, BIMSHUEM MOTUMOP(HBIX MyTallUM,

Ckopee Bcero, XOTs MHTOXOHJPHAJIbHBIE T'€HBI BBIMONHAIOT T€ K€ (YHKIUH, YTO U HX
0aKkTepHaJbHBIE OPTOJIOTH, OHU HCIBITHIBAIOT OOJIee CHUIIBHBIC BOJIONHMOHHBIE OTPAaHHUYCHHS, YEMY
MOJKET OBITh HECKOJbKO mnpuuuH. Bo-mepBbix, Kommekc I B MHTOXOHIPUSX MIIEKOMUTAIOLIUX
COZIEP>KUT Oosbiiee uncio cyoreaunuil (45 B mutoxoHapusx npotuB 14 B Oaktepusx (Yagi 1993)),
YTO MPUBOJUT K OOJBIIEMY YUCIY OETOK-OENKOBBIX B3aWMOJCHCTBUN, U COOTBETCTBEHHO, K Oojee
MEIJICHHON OenKoBO# 3BoMONMU. Bo-BTOpBIX, paHHEE BBICKAa3bIBAIOCH MHEHHE, 4TO 3((EKTUBHOE
ynainenue crnaboBpeanbix wmytanmuii w3 MTAHK Bo Bpemst arpe3um SIMIIEKIETOK y CaMOK
MJICKOTHMTAIOIINX JTOCTUTAeTcd 3a cyer amonTtosa sinekieTok ¢ aedextHo MTAHK (Krakauer and

Mira 1999) (Perez, Trbovich et al. 2000) (Bergstrom and Pritchard 1998). B-tperpux, takue
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JOTIOJTHUTEbHBIE (PaKTOPBI, KaK BAXXHOCTh O€JKa WJIM YpPOBEHb SKCIPECCHU MOTYT YCHUIIMBAThH
HBOJIIOIMOHHBIC OTPaHUYEHUS, IeHCTBYIOMME Ha MUTOXOHApHaibHble TeHbl (Hirsh and Fraser 2001)
(Pal, Papp et al. 2001). XoTs JTOTUYHO MPEIIOJIOKUTH, YTO BAXKHOCTh OENKa U YPOBEHBb IKCIPECCUU
JOJKHBI OBITH BBIIIE B CIy4ae MUTOXOHJIPHAIBHBIX T'€HOB MO CPAaBHEHUIO C MX OaKTepHalbHBIMU
OpTOJIOTaMH, MBI HE 3HaeM paboOT, KOTOpble MOATBEPXKIAIM Obl 3TH mpennojoxenus. [loatomy
JTambHEWIINEe WCCICOBAHUS IMOMOTYT B OIPEICICHUH TPUYHMH [OBBIIIEHHOW HBOJIOIUOHHON
CTaOUIIbHOCTH MUTOXOHAPHAIIBHBIX OETOK-KOJUPYIOIINX I€HOB 110 CPABHEHUIO C UX OaKTepHaTbHBIMU
opTojioramMu. XOTs Hamia paboTa MOJHOCTHIO HE OMPOBEPraeT rUIoTe3y 0 HeOOPAaTHUMOM HAKOIUJICHUU
caboOBpEeIHBIX MyTalMid B HEPEKOMOMHHUPYIONIMX T€HAaX MUTOXOHAPHH, MBI 1O KpaiHeH Mepe
YTBEp)KJAaeM, 4YTO CKOPOCTh XparmoBuka MeEmiepa B COBPEMEHHBIX MHUTOXOHAPHAIBHBIX T'CHAX,
MEJIEHHee, 4YeM B HX OJKOJIOTUYECKUX OKBHUBAJICHTaX, OOJHMIaTHBIX BHYTPHUKJIETOUYHBIX
SHJAOCUMOHOHTAX.

Bosnee Bricokue 3Hauenns Ka/Ks y o0nMraTHbIX BHYTPHUKIIETOYHBIX OaKTepUil MO0 CPAaBHEHHIO
CO CBOOOJHOXXMBYIIUMH (CpenHsisi KOJOHKA PHCYHKA 3) COTIACYIOTCS C TEOPETUYECKUMH JaHHBIMH.
OTU pe3ynbTaThl OOBACHIIOTCS HU3KOW 3((HEKTUBHON YHUCICHHOCTHIO U OTCYTCTBUEM PEKOMOMHAIIMU
y OOJIUTaTHBIX BHYTPUKIIETOUHBIX TPOTECOOAKTEPHIA.

Taxxe MBI OOHAPYKHIIN 0OJIee BBICOKYIO 3P (EKTUBHOCTH OUYMINAIONIETO 0TOOpa B OOJIUTaTHBIX
BHYTPHKJIETOYHBIX ~ ab(a-MpoTeO0aKTEPHATBHBIX IMapa3uTax [0 CPaBHEHHIO C OOJHUTaTHBIMU
BHYTPUKIIETOYHBIMH TaMMa-NMpOTe00aKTepruaibHbIMU CUMOMOHTAMH (TIpaBasi KOJIOHKAa pHCYHKa 3).
[Tockonbky o0e Tpymmbl MPOXOIAT 4Yepe3 TaK Ha3blBaeMO€ OYTHUIOYHOE TOPIBIIIKO B CBA3U C
BHYTPHKJIETOYHBIM OOJIMTaTHBIM 00pa3oM >KM3HHM, pa3HHIA B 3()(HEKTHBHOCTH OUYHUIIAIONIETO O0TOOpa
BPSIJT JIM CBSI3aHA C Pa3HOH A()(EeKTUBHOW YMCIEHHOCTHIO MOMyJsiuid. Panee mpearmonaranock, 4To
MIOCKOJIbKY OOJIMraTHbIC Mapa3sUTHUeCKUe OaKTepUU dYallle MEHSIOT CBOMX XO035€B, YEM OOJUTaTHBIC
SHJAOCUMOHMOHTHI, HacJelyeMble CTPOr0 BEPTUKAIBHO B JIMHUU XO35MHA, TO MOCIE FOPU30HTAIBLHOTO
nepeHoca Mnapa3suTHYecKre KOJIIOHWUW MOTYT pekomOumuupoBaTh (Bordenstein and Reznikoff 2005).
Takum oOpa3om, HamOojee MPaBIONOAOOHBIM OOBSICHEHHWEM HAOMIOJCHHOW pa3HUIBI B
3¢ (HEeKTUBHOCTH OYHINAIOIIET0 OTOOpa MOXKET CIYXHUTh Hajauuue OoJee BBICOKOTO YPOBHSA
pEeKOMOMHALINY y OOJTUTAaTHBIX BHYTPUKIETOUYHBIX Mapa3sUTHUECKUX allb(ha-MpoTeo0aKTepHii.

OtpunarenbHas 3aBUCHMOCTb MEXAY IJIOTHOCTHIO MOOWIBHBIX 37eMeHToB M Ka/Ks ciyxur
XOPOIIMM SMITMPUYECKHM JIOKa3aTeIbCTBOM TOTO, YTO OoJiee BBICOKHH YPOBEHb PEKOMOMHAIINU
OpUBOIUT K Oonee 3¢pGEeKTUBHOMY yAaIEHUIO Cla0oBpeAHbIXx MyTanui. OJHAKO NPUYHHHO-
CIIEICTBEHHAs CBS3b MEXKIY CHJIOH OYMIIAIONIEr0 OTOOpa W pa3jMYHbIMH THUIAMH MOOMIIBHBIX
AJIEMEHTOB MOKET OBITh pa3Hoil. (i) Tak, oTpumaTenbHas 3aBUCUMOCTD IUIOTHOCTH TPAHCIIO30HOB U
Ka/Ks, ckopee Bcero, OOBSICHSICTCS BIHMSHHEM YpPOBHS pEKOMOWHAIMM Ha o0a mapaMerpa.
PekoMOuHamus yBenMYMBaeT Kak IUIOTHOCTh TPAHCIO30HOB, TaK U 3(PQPEKTUBHOCTH OUYMIIAIOIIETO

otbopa (to ectb 1-Ka/Ks). IT0 MOXeT 03Ha4aTh, YTO MEXAY IJIOTHOCTHIO TPAHCIIO30HOB U CHJION
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OYHIIAIOIIET0 OTOOpPa HET MPSAMOW NPUYHHHO-CIEACTBEHHON cBs3u. (ii) Ho BcE ke, apyrue
MOOWMIIBHBIEC 3JIEMEHTBI, IJIa3MHUIbI 1 YMEPEHHBIE (aru, ONpeeNsioT YUCIO COOBITUI PEKOMOMHAIUH,
U TI03TOMY C YBEIIMYCHHEM UX YMCIIa MPOUCXOAUT ycuieHHe 3(PPEeKTUBHOCTH OUUIIAIONIETO OTOOpA.
[TooToMy MOOUIBHBIE JJIEMEHTHI, HWHAYIUPYS pPEKOMOMHAIMI0O B OaKTepUalTbHBIX TI'E€HOMAaX,
BBITTOJIHAIOT QIaNITHBHYIO POJIb, YBEIWYHMBAsA A(P(PEKTUBHOCTh OYMIIAIONIIETO OTOOpa, OJaroTBOPHO
BIusis Ha 3Bosroruio xossiickoit JIHK (Kidwell and Lisch 2000).

5. OBCYXJIEHUE

JlanHoe mccrneoBaHUe HATMSIHO AEMOHCTPHUPYET, UYTO, CPAaBHUBAS XapaKTep MOJICKYIISPHOMN
HBOJIIOIUH DKOJOTHYECKH PA3JIMYHBIX TPYII, MOXXHO BBISIBUTH T'€HETHUYECKHE TIIOCIEICTBUS
pasnmuyHOoro oOpasa >ku3HU. KpymHble MIieKomuTaromme ObICTpee HaKaIuTUBAIOT CI1a0OBpEIHBIC
MyTallli{, YeM MEJKHE, YTO CBS3aHO C HU3KOW YMCICHHOCTBhIO MX monyisiuil. [Ipu cpaBHEHUU CHITBI
OUHIIAIOIIET0 OTOOpa B PA3NIMYHBIX NPOTEOOAKTEPUSIX, XapPAKTEPU3YIOIIUXCS pa3HbIM 00pa3oM
KU3HH, MBI TONYYHJIM TEOPETUYECKH OXKHJaeMble pe3yiabTarThl. Huskue 3HaueHus 3¢ eKTuBHON
YHUCJICHHOCTH TMOMYISIUMM W  YPOBHA pEKOMOMHAIIMM B  OOJIMTAaTHBIX  BHYTPUKIETOYHBIX
mpoTeo0aKkTepusix NPUBOASIT K MeHee dS(DPeKTUBHOMY yAaleHUIO cIaboOBpPENHbIX MYyTalUui [0
CPaBHEHUIO CO CBOOOJHOKMBYIIMMH POJCTBEHHBIMH BUIAMH. Pelkue TOpU30HTalIbHBIE MEPEHOCHI,
T.. 3(dekTuBHO HyNIEBOH ypOBEHb PEKOMOMHAIMM B  CHUMOHMOTHYECKHMX  OOJUTaTHBIX
BHYTPHKJIETOYHBIX MPOTEO0AKTEPHUSX, IPUBOIUT K MeHee 3(h(HEeKTHBHOMY OUHUINAIONIEMY OTOODPY, YeM
B MMapa3uTUUYECKUX OOJUTaTHBIX BHYTPUKIETOYHBIX MPOTEOOAKTEpUSX, TJe Ooyiee BBICOKAs 4acToTa
pEeKOMOMHAIINY, CBSI3aHHAs C BBICOKOW IMJIOTHOCTHIO MOOWJIBHBIX 3JIEMEHTOB, NMPUBOAUT K Oojee
3¢ (HeKTHBHOMY YIAICHUIO C1a00BPEIHBIX MYyTAIIUH.

OpnHako, B TO ke BpeMs, 6oiee 3pPpeKTHBHBIN OunIIaromuii 0TOOP, KOTOPBI MBI HAOIIOJaTN B
OTHOCHUTENIbHO MAaJIEHbKUX TMOMYJALUSIX OECMONbIX MHUTOXOHAPUN MO CPaBHEHUIO C OTrPOMHBIMU
MOMYJISIIUSAMHI CBOOOTHOKHUBYIIUX MPOTEOO0AKTEpU, ObLIT HEOKUIAHHBIM, TTOCKOJIBKY MPOTHBOPEUHT
obmenpunsaToi Teopun. [lomydaercs, 4To B JaHHON paboTe MBI MOJYYWIIM [[BA, HA TIEPBBIA B3I,
MPOTUBOPEUAIIUX IPYT APYry pe3yibraTa: (i) 6o1ee ObBICTpOe HAKOIUICHHE CIIAa0OBPEIHBIX MyTalluii B
MUTOXOHJIPHAILHOM TeHOMe KpymHbIX Miekonutatoumx (Popadin, Polishchuk et al. 2007) u (i)
oonee dpdexTuBHBIN (MM, IO KpaitHel Mepe, He MeHee A(D(PEKTUBHBIN) OTOOP B MUTOXOHIPHATBHBIX
reHaX MJICKOMUTAIONIUX [0 CPAaBHEHUIO ¢ OTOOPOM B T€Hax opTojorax mnporeobdakrepuii (Mamirova,
Popadin et al. 2007). Ecam mnepBblii pe3ynbTaT TOBOPUT O Oojee OBICTPOM Jerpajaruu
MUTOXOHJAPHAIIBHBIX T€HOMOB KPYMHBIX  MJIEKOMHUTAIOMIUX IO CPaBHEHHIO C  MEIKUMHU
MJICKOTMTAIOIIMMHU, TO BTOPOH pe3yibTaT MOKAa3bIBA€T HAM, UYTO BCS 3Ta JAErpajanusi MPOUCXOONT C
TaKOM K€ WM Ja)Ke MEHBIIEH CKOPOCThIO, YEM HAaKOIUIEHUuE MyTauuil y nporeodakrepuil. [lockonbky
MPOTEOOAKTEPHH HMMEIOT OTPOMHBIE PEKOMOWHHUPYIOIIHME MOIMYJSIUN M HE IOKa3bIBAIOT HHUKAKHX
MPU3HAKOB JETrpajlallid Y TMOTEHIMAIBLHOTO BBIMUPAHHS, TO COBOKYIMHOCTh JTHX pPE3yJbTaTOB

mapaaokcCajibHa € TOYKH 3PCHUSA HOHy.]'IHI.IHOHHOﬁ T'CHCTHKHU. H€O6XO,I[I/IMO IIpUBJICYb KaKHC-TO
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JIOTIOJTHUTEIIbHBIC (DAKTOPBI, KOTOPHIC BIHUSIOT HA CHUJIY OYHINAIONIETO OTOOpPa B MHTOXOHAPHUSIX WIIH
OaKTepUsX W KOTOpPBIC HAPYIIAIOT MPEIIOJNOKEHHE O BCEX IMPOYMX PaBHBIX, MPUHATOC B Hadalle
pabotel. Ilo-BuauMOMy, CyIIECTBYIOT KakHe-TO MPHYMHBI, TaKue Kak OOJbIIOe YUCIO Oenok-
OENKOBBIX B3aUMOACHCTBUN WM aTpe3us SHUIEKIETOK y caMoK, mojanepkuBaromue 3()QeKTUBHBIM
OUYUIIAIINNA 0TOOP B MHTOXOHIpUAX Hampumep, TeHbl JbIXaTEIBHOTO KOMIUICKCA OaKTEpHid MOTYT
OBITh MCHEE OTPAHWYCHBI IBOJIONMOHHO M3-32 MCHBIIIETO YPOBHS YKCIIPECCHH ITHX TCHOB, a TAKXKE B
CBSI3M C HAJIMYMEM HECKOJBKUX albTepHATUBHBIX MyTel cuHte3a AT®D. B sTom ciyuyae moBbllieHHas
CKOPOCTh HAKOIUICHUS aMHUHOKHCIOTHBIX 3aMeH y OakTepuil MOKET OBITh CIEICTBUEM MEHBIIUX
IBOJIIOIIMOHHBIX OTPAHWYCHHM, HAKJIAJBIBAEMBIX Ha TEHBI JbIXaTCNbHOW Ienu Oakrtepuil. Takmm
o0Opa3omM, TOJy4aeTcsi, 4YTO OTOOpP Yy KPYIHBIX MIICKOMHUTAIINX JT0CTaTodHO 3 dekTuBeH (10
CpaBHEHUIO ¢ OaKTEpUsIMHU), © HEMHOTO MOBBIIICHHBIE CKOPOCTH (UKcalUU cIa00BPEIHBIX MYyTallHid
(MO CpaBHEHHIO C MEIKHUMH MJICKOMHUTAIONIMMU) SBISAIOTCS JIMIIb OTpPakeHHeM Oosee HU3KOU
3¢ (HEeKTHBHON YHCIEHHOCTH KPYITHBIX MJICKOITUTAOIIUX.

MosxeT /¥ TOBBIIICHHAas CKOPOCTh HAKOIUICHHWS BpPEOHBIX MYTallMd Y  KPYITHBIX
MJICKOMHUTAIOMIUX TPEICTaBIATh COOON MpoLecC, NOTEHUIUATbHO TPO3AIINiIl BEIMHPAHUEM KPYITHBIX
miekonuramux? [lonpiTaemMcss OTBETUTH WM, MO KpailHeW Mepe, HAWTH MOAXOABI K OTBETY Ha
JIAHHBIA BOMIPOC.

CrnexyeT TOMHHTH, YTO B JTOW pabdOTe MBI OICHHBAIM JIMIIb CKOPOCTH HAKOILICHUS
CJ1a0OBpPEIHBIX MyTallU OTHOCUTEIBHO CKOPOCTEH HAKOIUICHHUS HEUTPaIbHBIX M HUKAK HE OI[CHUBAIIN
KauyecTBO reHOMa caMoro mo cede. Mbl MOHSUIM, YTO CKOPOCTh HAKOIJICHHS CIa0OBPEAHBIX MYyTAallHid
OTHOCHUTEIIbHO HEUTPAIBHBIX Y KPYITHBIX MIJICKOMUTAIONINX BHIIIC, YeM y MEIKHX, OJJHAKO MBI TaKXKe
3HaeM, YTO TEMII MYTHPOBAHHS Ha TCHOM Ha CIUHUILy BPEMEHHU, U, COOTBETCTBEHHO, CKOPOCTH
HEUTPaIbHOW 3BOJIOLUY, BbIIIE Y MEIKUX MJICKOMUTAIONIUX B CBSI3U C OOJIBLINM YHCIOM MOKOJIECHHH,
U, cienoBarenbHO, payHIoB perukanuu JIHK kineTok mojoBod JAMHMM Ha €OUHHILY BPEMEHH
(generation-time hypothesis (Nikolaev, Montoya-Burgos et al. 2007; Nabholz, Glemin et al. 2008)).
Opaako ocCTa€Tcsl OTKPBITBIM BOMpOC 00 OO0IeM dYWciae BPEIHBIX MYyTalliid B TE€HOME, H,
COOTBETCTBEHHO, O MPUCIOCOONIEHHOCTH pa3Hbix opranu3moB (Kondrashov 1995). KakoB Oyzer
obmwmii pezynprar? Kakoii reHom Oyner Xyke — TOT, B KOTOpOM O0pa3yeTcsi MHOTO MyTalul B
SIMHUITY BPEMEHU, U3 KOTOPBIX PUKCUPYETCS HEeOOoMbIIas JoJs (MEIKHUE MICKOIUTAIONINE), HITU TOT,
B KOTOPOM 00pa3yeTcsl Majlo MyTalliii B €IUHUILY BPEMEHHU, HO (UKCUPYETCs OONbINast A0S OT HUX
(xpynHble MuexonuTaromue)? Wiau B pe3yabTaTe CKOPOCTh aMUHOKHUCIOTHOM SBOJIOIUU OKaXKeTCs
MpUMEpPHO OJMHAaKOBOW? EnuHCTBeHHass Mepa, HE HOPMHpOBaHHas HAa HEUTPAIbHYIO CKOpPOCTb
IBOJIIOIIMM B HAIIMX METOJIAX — 3TO PACCTOSIHWE ['paHTaMa, OJHAKO JlaXKe B ITOW Mepe KOCBEHHO
MPUCYTCTBYET HOPMHUPOBKA Ha YpPOBEHb JIMBEPICHIMH, IIOCKOJIBKY paccTostHue | paHTama
yCpeOHsUIach TOJNBKO MO PA3IMYAONIMMCS aMHUHOKHCIOTHBIM MO3UIUSAM, & YUCIIO 3TO, €CTECTBEHHO,

3aBUCUT OT YPOBH OUBCPICHIINU.
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UToOBI IEpelTH OT YCpeTHEHHON BPETHOCTH Ka)XJI0H aMUHOKHUCIOTHOW 3aMEHBI K TOTAIbHOM,
Mbl IOBTOPWJIM aHalu3 ¢ paccrosiHueMm ['pantama Ha 110 BHIax MJIEKONMTAIOIINX, IPOBEAEHHBIN B
IJIaBe 2, OJHAKO Ha 3TOT pa3 Mbl HE YCPEIHsJIM paccTosHHe ['paHTama 1o BCeM aMHUHOKHUCIOTHBIM
3aMeHaM, a CKJaAbIBalH €€, Moiiydyas TOTalIbHYI0 Mepy (PHU3UKO-XUMUYECKOTO Pa3IHuusi MEXIY
OeIKaMH COBPEMEHHOTO MJICKOIIUTAIOIIEI0 M €ro MOCIEeIHUM PEKOHCTPYHPOBAHHBIM IPEIKOM.
Oxazanoch, uTo oOmiee (PU3MKO-XMMHUYECKOE pa3inyhe Ha BHEIIHUX BETBAX (HIOTEHETHYECKOTO
JpeBa OKa3ajoch 3HAUYMMO OOIbIIE JJISi MEIKHUX MO CPaBHEHHIO C KPYMHBIMU MIIEKOMUTAIOUIIMHU

cymmapHoe paccrosaue I'panrama = 17411.0 - 743.5xLnW, P < 0.001, R?=0.146).
ymMmap p p

cymmapHoe pacctosinve FpaHTama B 3aBMCMMOCTU OT Macchl Tena
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Pucynok 5. 3aBUCMMOCTH CyMMapHOTO paccTosHHs ['paHTama, OIEHEHHOTO MEXIYy COBPEMEHHBIM
BUJIOM U €O IMOCIIETHUM PEKOHCTPYHUPOBAHHBIM MPEAKOM, OT MAcChl Tela BUAA, COOTBETCTBYIOIIETO
JTAaHHOM BETBU (PUIIOTE€HETUUECKOTO JIPEBa.

Wrak, cyMMupoBaB (pU3UKO-XMMHUYECKHE PACCTOSHUS BCEX aMHHOKHCIIOTHBIX 3aMELICHUN, MBI
MOJYYHJIM KapTUHY, ITPOTUBOIIOJIOKHYI0 PUCYHKY 2F, B KOTOpOM MBI MCIOJIB30BAIH yCPEIHEHHYIO
muctannuio. Kak MoxxHo 00bsicHuTh 00a pucynka — 2F u 5?7 Ckopee Bcero, MeJKue MICKOMUTAIOIIHE
HAKaIJUBAIOT MHOrO0 MyTanuil co ciabbiM 3¢ddexkToM, Torma Kak KpyHmHbIE HAKaIUIMBAIOT Majio
MyTaluid, HO ¢ OoJiee CHIBHBIM 3dekrTom (Oosee manékue mo (PU3NKO-XUMUYECKUM CBOMCTBAM
AMHHOKHMCIIOTHBIE 3aMeleHrs1). B 3ToM cirydae 0)KUAaeTcst, 4TO YUCIIO aMHHOKUCIOTHBIX 3aMEUICHUN
Ha BHEIIHUX BETBAX MEJIKUX MJIECKOMUTAIOMIUX OyAeT 3HAaUUMO OOJIbIlIe IO CPAaBHEHUIO C KPYITHBIMH, a
TOTallbHass Mepa (PU3UKO-XUMHUYECKOTO PACCTOSHUS MPOMOPIHOHATIbHA YHCIY aAMHUHOKHCIOTHBIX
3amerieHuil. JlefcTBUTENbHO, 00a 3T TPENNOJOKEHHUS OKa3aduch BEPHBIMHU: (i) KOJHMYECTBO
AMHHOKHMCIIOTHBIX 3aMEIICHWH Ha BHENIHEW BETBU (DMIIOTEHETHUYECKOTO JpeBa MIIEKOIHMTAOIINX
0Ka3aJ0Ch 3HaYMMO OOJBIIMM IS BETBEW, COOTBETCTBYIOIIUX MEJIKUM MIIEKONMMUTAIOMUM  (YHUCIIO
AMHHOKHCIIOTHBIX 3aMeriennii = 317.940 —14.267xLaW, P < 0.001, R* = 0.18). (ii) CyMMapHoe

paccrosgHue ['panTama 0ka3agoch MPSAMO MPOMOPILUOHATIBHO YUCIY aMUHOKHCIOTHBIX 3aMENICHUI HA
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BHEIIHUX  BETBIX  (uioreHernueckoro npeBa (CymMmapHoe pacctosHue [pantama =
—6.638+56.667%(4MCI0 AMIHOKHCIOTHBIX 3amentennit), P < 0.001, R* = 0.99). Koria MbI HOCTPOMIH
JUHUH PETPECCUU OTICNBHO I KPYMHBIX U MEITKUX MIJIEKOMUTAIOMX (OTHOCUTENbHO Menruanbl 8400
rpaMM), MbI TIOJNYYWJIM JIB€ TOYTH MapajuleNibHble JHMHUU: CyMMapHoe pacctosiHue ['pantama =
—494.7887+57.7550% (4iCI0 aMHHOKHCIOTHBIX 3aMmerneruii), P < 0.001, R* = 0.99 s Menkux
MJICKOIIUTAOIIMX M CymMMapHoe  pacctossHue I'pantama = 166.1356+56.9787%(uucmno
aMUHOKHCIIOTHBIX 3amemneHuii), P < 0.001, R?=0.99 JUIsL KPYIIHBIX MJIEKONUTaromux. PaccrosHue
MeXay AByMs THHUSIMH (660) COOTBETCTBYET TPEM — YETHIPEM JaNEKUM aMUHOKUCIOTHBIM 3aMEHaM.

CyMmMapHoe pacctosiHue I'paHTama B 3aBUCMMOCTMU OT YnCIla aMUHOKUCIIOTHbIX 3aMeLleHUun
Ana MeJNIKUX U KpynHbIX Mrekonutarwmx

15000 20000 25000
|

cyMMapHoe paccTosiHue MpaHTama
10000
|

T T T T
0 100 200 300 400

4YUCNO aMUHOKUCIOTHBIX 3aMeLLEeHNI

Pucynok 6. 3aBUCHMOCTh CyMMapHOIO pacCTOsHHUA ['paHTamMa OT JJUHBI BHEIIHEH BETBH,
BBIPQ)KEHHOW B UMCJIE€ AMUHOKHCIOTHBIX 3aMELICHUN MEX1y COBPEMEHHBIM BUJIOM U €r0 MOCIEIHUM
PEKOHCTpyHpOBaHHBIM IpenkoM. Cepble KBaapaTbl M BEPXHSAS JMHHUS COOTBETCTBYIOT KPYIHBIM
MJICKONMUTAIOIINM, YEPHBbIE TOYKH W HWKHSAS JMHUSA — MENKUM MiekonuTaroumMm. CeMb TOYEK C
cyMMapHbIM paccrosiHueM ['pantama Beime 25000 He mokas3aHbl Ha rpaduke, OJHAKO OHU ObUIM
YUYTEHBI BO BCEX CTATUCTHUYECKUX aHAIU3aX.

Wrak, momydaercsi, 4To MEJIKHE MIIEKOIUTAIOLIME Ojaroaapsi BBICOKOMY TEMILY MYTHPOBAHMUS
HAaKaIUIMBAalOT MHOIO MyTalud B €IMHUIYY BPEMEHM, OJHAKO Oyaroaapst BbICOKOH 3¢ (eKTUBHON
YHUCIEHHOCTH, J10JI1 HaKallJMBaeMbIX CJIa0OBpeIHbIX MyTaluuil HU3Ka. KpynHble jke MIIEKOIHUTAIOLIe
MMEIOT HU3KUI TEMI MyTUPOBaHUS Ha F€HOM Ha €MHUIlY BPEMEHU U, COOTBETCTBEHHO, HAKaIJIMBAIOT
MaJI0 MyTallii B €AMHUILy BPEMEHH, OJHAKO CPEIH HHUX JOJS CIa0OBPEIHBIX MYTAIMid JOCTaTOYHO
BbICOKasi. B urore, kak mokaszaiau Halld HccieloBaHUs (PUCYHOK 5), BBICOKMI TeMI MYTHPOBaHUS
MEJIKMX MJICKOIMTAIONIMX BCE e OKA3bIBAECTCS Ba)kKHEE M NMPHUBOAMUT K OBICTPOMY YAAJICHHUIO MEJIKHX
MIJICKOMUTAOMUX B (U3UKO-XMMHYECKOM TPOCTPAHCTBE OT CBOETO TIOCIEAHETO TMpeaKa. OTH
pe3yNbTaThl SIBJIAIOTCS apryMEHTOM MPOTHB TUIOTE3bl MYTAlMOHHOIO IUIABJIEHUS KPYIHBIX
MJIEKOIUTAIOIIUX, OJHAKO BCE K€ OHM HE ONPOBEPraroT 3Ty THUIOTE3y MOJHOCTHIO. [Ipenmnonoxum,

qTo HpI/ICHOCO6HeHHOCTL opraHu3ma 3aBUCHUT JIMIIb OT HCCKOJIbKHMX Ba)XHbIX AMHWHOKHCIIOTHBIX

HO3I/IIIHI>1 U OT TOro, Kaku¢ aMHUHOKHUCIIOTHI HAXOAATCA B HUX, 3aBUCHUT BCPOATHOCTbL BBIMHUPAHUA. B
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3TOM CiIydae oOmas CTaTUCTHKAa aMHHOKMCIIOTHBIX 3aMEH JacT HaM Majo HuH(opMamuu, a BOT

BPEIHOCTh MYTAallMd B HEKOTOPHIX KIIFOUEBBIX AMHUHOKHCIOTHBIX MO3UIMAX OYyIeT OIpeneNsTh

MPUCIIOCOOJICHHOCTh. TakuM 00pa3oM, JONOTHUTEIbHBIE NCCIIeIOBAHMS HEOOXOIUMBI JIUISI BBISIBICHHUS

TeHETUYECKOW KOMITOHEHTHI TPUCIOCOOICHHOCTH B CPAaBHUTEIBHO-BUI0BOM MacIuTaoe.

BbIBO/IbI

1. CpaBHeHHE MapaMeTPOB MOJIEKYISIPHOW SBOJIIOLUUHN KPYIHBIX M MEIKUX MJICKOMUTAIOIINX, a TAKXKe
OOJIMTaTHBIX BHYTPUKJIETOYHBIX U CBOOOJHOXKUBYIIMX MPOTEOOAKTEPUI MOKA3al0 MOBBIIICHHYIO
CKOPOCTb HAaKOIUICHHS CIa00BPEIHBIX MyTallUi B MAJIOYHCIICHHBIX MOIMYJISIINSX.

2. CpaBHEHHE TapaMETPOB MOJICKYJISIPHOH SBOJIIONMU YHIOCUMOMOTHYECKHX M TapasUTHYECKUX
OakTepwii, a TakKe IUIOTHOCTH MOOWJIBHBIX JJIEMEHTOB y BCEX MPOTEOOAKTEpUil MOKa3allo
MOBBIIICHHYIO 3(Q(EKTUBHOCTh OYMINAIOIIET0 OTOOpa B I'eHOMax ¢ 0Ooyiee BBHICOKUM YPOBHEM
PEKOMOWHAIINH.

3. CpaBHEHHE DSBOJIIOIIMOHHO MJAJCeKUX MHTOXOHJPUANBHBIX M IPOTEO0AKTEPUAIBHBIX T'€HOMOB,
nokazasio Oosnee 3¢ (GeKTUBHBIA WM, MO KpaiHedl mepe, He MeHee 3(dexkTuBHbII 0TOOP B
MaJIOYHCIICHHBIX U HEPEKOMOMHUPYIOUIMX MHTOXOHJIPHAIBHBIX T€HOMAaX 10 CPaBHEHHIO ¢ Ooee
MHOT'OYHMCICHHBIMH M PEKOMOMHUPYIOIIMMH T'€HOMAaMU MpoTeo0akTepuil. DTO CTaBUT MOJ
COMHEHHE  CYIISCTBYIOIIME TEOpPUHM O TIOCTOSHHOW W HEOOpaTMMOW  Jerpajanuu
MUTOXOHAPHAIEHOTO TE€HOMa MIICKONHUTAIONINX, MPHUBOSIIEH K MYTallMOHHOMY IIJIaBJICHUIO
BUJIOB.
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