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OBIJAA XAPAKTEPUCTUKA PABOTHI

AKTYaJIbHOCTh TeMbl. OBOJIIOIMOHHAS TEOpUsT B OCHOBHOM pPa3BUBAIACH
MIPUMEHUTENIBHO K OpraHu3MamM, Pa3MHOKAIOIIUMCS TOJIOBBIM MyTEM, B pe3yJibTaTe
4yero MHorue GopMyIupyeMble B €€ paMKax MpeCcTaBiIeHus (HampuMmep, KOHISTIUS
BHJIa) HE MOTYT OBITh HETIOCPEACTBEHHO PACTIPOCTPAHCHBI Ha OECIOJIbIE OPTAHU3MBI.
Omnpenensis SBOJIOLUIO KaK MPOIECC HAKOIUIEHHWsS OJaroNpUATHBIX MYyTaluud u
AIMMUHALIMM BPEAHBIX, HEOOXOJUMO HU3YYUTh OCOOCHHOCTH €ro MNpOTEeKaHUs B
Oecnoyiblx MOMyJsIUUsIX W HepekoMOuHupyromux yuactkax JHK: kak oHu
HaKaIJIMBaIOT OJaronpusTHbIE MYTallud, HACKOJBKO A(PPEKTUBHO OYUIIAIOTCS OT
BPEAHBIX, U KAKOB caM 1O ceOe TeMII MyTUPOBAHMS OECIOJBIX JIMHUN MO CPABHEHHIO
¢ mnonoBbiIMU? OTBEThl Ha JaHHBIE BOMPOCHI JOJDKHBI OOBACHUTH BCE eI
HEPEIIEHHYIO0 3arajiky JAOMHUHHMPOBAHHUS TOJOBOTO pPa3MHOXKEHUS — a MMEHHO,
nmoyeMy OOJIBIIMHCTBO JYKAPUOTHYECKUX BHUJOB HMMEET I0JIOBOE, a He Oecroioe
pa3MHOXeHue?

Hear u 3agaum wucciaenoBanusi. llenmp paboTbl — BBIIBHTH JKOJIOTO-
TCHETHYECKUE OCOOCHHOCTH, TPHUCYIIME JAPEBHUM  OECloibIM  BHJIAM U
HepekoMOuHupyronmMm yyactkam [JHK, u paccmoTpeTrs ux BO3MOXKHBIN aJalTUBHBIN
cMmbici. KoHkpeTHbIe 3a1a4i CBOAMIINCH K CIEAYIOUIEMY:

1. mpoaHanmu3uUpoBaTh pacHpeielieHue BpEAHBIX MyTaluid B  O€CHOJBIX
MOMYJISIIUAX, MPOU3OMIEAIINX OT TOJOBOM TOMYJSIIIUU TPU Pa3TUIHBIX
MYTallMOHHBIX MapaMerpax (TeMIl MYTHPOBaHHs, Kod(ppuuueHT otbdopa
MPOTUB MyTalluid, KO3(POUITMEHT AIHCTAa3a);

2. BBISIBUTH  DKOJIOTO-T€HETHYECKHME  OCOOCHHOCTH  JPEBHUX  OECHObIX
OpraHu3MOB Ha MpuMepe KoJjioBpaTok kiacca Bdelloidea m mpecHoBOAHBIX
PaKyIIKOBBIX pauykoB cemelicTBa Darwinulidae;

3. BBIABUTH OCOOCHHOCTHU CTPOCHHS U MOJICKYJISIPHOM SBOMIONUN Y XPOMOCOMBI
Y MUTOXOHJIPUAIIBHOTO T€HOMAa MJIEKOMUTAIOIINX.

Hayunasi HoBu3Ha pab6othl. [Ipobiema »BONIOIMK B OTCYTCTBHH TMOJOBOTO
pPa3MHOMKEHHUsSI OCTaTOYHO JaBHO U oOcrostensHO oOcyxkaanack (Maynard Smith,
1978; Bell, 1982; Stearns, 1988), omHakKo, OOJBIIMHCTBO  BaXXKHBIX
AKCIEPUMEHTANIbHBIX JTAHHBIX, OTHOCSIIIUXCS K 3TOM 00JacTH, MOSBUIOCH JUIIbL B
camoe mnocienHee BpeMdA. [[03ToMy MBI MOJYYMIIM BO3MOKHOCTH HCIIOJIb30BaTh
HOBBIE PKCIIEPUMEHTAIbHBIC JAHHBIC B KOHTEKCTE JIaBHO M3BECTHBIX IBOJIFOIMOHHBIX
TEOpHUH.

Ha ocHoBe aHanuza nuTepaTypHBIX JaHHBIX C TPUMEHEHUEM YHUCICHHBIX
METOJI0B Obuta CchOPMYIMPOBAHA TUIIOTE3a IPOUCXOXKIEHUS OECMOIbIX BHJIOB,
0asupyroascss Ha 0COOEHHOCTSIX paclpe/ieIeHUs] BPEIHbIX MyTalliil B IMOJIOBBIX U
OecrnoipiXx  MOMYJISALHUAX, U OoOBsACHSAIONIAS  NPOUCXOXKJEHHUE  BBICOKO
MIPUCTIOCOOJICHHBIX OECTIONBIX BUIOB.

Bnepsrie mpoBenéH mnapaiiieNbHBIA aHANIU3 JIPEBHUX OECIOJIBIX BHJIOB U
IpeBHUX HepekoMmOmHUpyromux ydactkoB JIHK, B pesynbTaTe 4ero BBISBICHBI MX
o0111e 0COOEHHOCTH M BO3MOYKHBIN aJalTUBHBINA CMBICI.

[Tpu CpaBHEHUU MPOTEUH-KOJUPYIOIIUX TE€HOB MUTOXOHAPUI
MJICKOMUTAIOIUX W WX OpPTOJOrOB Y  O-IpOTe00aKTepuil (TOMOJIOTUYHBIX
nocienoBatenbHocte  JIHK, pazomenmmxcss B pe3ynbTaTe CHEHUATU3ALNH),
MOJIyYeHbl CBUJIETENBCTBA JOCTATOYHO I(P(HEKTUBHOTO YAAICHHS CIa00-BpEeIHBIX
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MyTalMii W3 MUTOXOHAPUAIBHBIX TE€HOMOB. Takke, OOHapy)XeHa TeCHas CBS3b
AKOJIOTHMYECKUX (Macca Tena, BKIoYeHrne BuJa B KpacHyro KHUTY) U T€HETUYECKUX
(dN/dS) xapakTepuCTHK MIIEKONUTAIONIUX, YTO cornacyercss ¢ 3hdeKkTuBHO-
HEUTPAJIbHON TEOPUEN MOJIEKYIIPHOMN IBOJIIOLIAH.

IIpakTHyeckoe 3HaYeHue PpadoTHI. /[l INOHMMAaHUSA WHIWBUAYAIBHOU
MIPEPACTIONIOKEHHOCTH YEJIOBEKA K COBPEMEHHBIM OO0JIE3HSIM Mbl JIOJKHBI TOHUMATh
Hallle TEeHETHMYECKOE IMPOIIOe, 4YTO SBJISICTCS 1E€JIbI0 HOBOM JAUCIUIUIMHBI —
sBOIONIMOHHON MeaunuHbl (Ruiz-Pesini et al., 2004). IIpaktuyeckuii acmekt
JAHHOTO MKCCJICIOBAHUSl CBSI3aH C U3YYEHHUEM XAPAKTEPUCTUK MYTalMOHHO-
CEJICKTUBHOTO paBHOBecHsl HepekoMOuHupyronmx ydactkoB JIHK dyenoeka, Takux
KaK MUTOXOHAPUATBLHBIN T€HOM U CTIEM(PUYHBIN TSI CAMIIOB PETHOH Y XPOMOCOMBI.
HesdbdextuBHoe ynaneHue wWiM HakolUieHHE cla00-BpeAHBIX MyTallUuid Ha
HEPEKOMOMHUPYIOIIUX y9acTKax OyAeT TOBOPHUTH O MaJeHUH IIPUCIIOCOOICHHOCTH H,
CJIeIOBATEIbHO, O OOJBIIIOM BKJIAJIC JTAHHBIX YYACTKOB B JETEPMHHAINIO OOe3Hen
yeioBeka. Takke, B CBS3M C OTCYTCTBHEM PEKOMOMHAIIMM U TOHWKEHHOU
3¢ ()EKTUBHON UYHCICHHOCTHIO HMMEHHO B MHUTOXOHAPHUATLHOM TeHOME © Y
XPOMOCOME 0>KHMIAE€TCSl OBBIIIEHHAs CKOPOCTh HAKOILJICHUSI MYyTallMil CTAPEHUS - TO
€CTh  MHOXECTBa BPEAHBIX B  MOCTPEHPONYKTUBHBIA  TNEPUOA  aJUIesei,
3adukcupoBaBiuxca B monyisiiuu 4denoBeka (Cortopassi, 2002). KaptupoBanue
CaliTOB MUTOXOHJIPHAIHHOTO T€HOMA, HAXOASIIIUXCSI TIO/I pa3HbIM JaBJIEeHHUEM 0TOOpa,
MTOMOKET BBISIBIISITH MyTaIliU, aCCOLIMUPOBAHHBIC C O0OJIE3HIMU YEIOBEKA.

Anpobanusi padoTsl. MaTepuanbl IUccepTaliMi ObUIM TIPEACTaBIEHbI Ha 28-
oM JuMHoJiorudeckoM KoHrpecce (Melbourne, Australia, 2001), na 1-om u 2-om
pabodeM coBellaHUM Tpynnel 1o wu3ydeHuto mnapreHorene3a (PARTNER-I:
Wageningen, The Netherlands, 2003; PARTNER-2: Valencia, Spain, 2004), na
cemunape MOMUWII (MockBa, 2004) u Ha Hay4HBIX CE€MHUHapax buosoruueckoro
dakynsreta MI'Y “Ilonynsuuonnas u cucreMmHas skonorust” (Mocksa, 2002; 2004).
[To Teme nuccepraiuu omyOIMKOBaHO 6 PaboT.

Crtpykrypa paGotrbl. PaboTa cocTouT wu3 BBEACHUS, TPEX TIJaB, IBYX
NpUIoKeHU U BbIBOAOB. ComepxkanHue padoThl uznoxkeHo Ha 100 cTpaHunax u
BKitouaeT 10 tabnun, 34 pucynka u 4 BctaBku. CIIUCOK JIUTEPATYPhl COCTOUT U3 171
Ha3BaHMUs, B TOM 4nciie 159 Ha THOCTPAHHBIX A3BIKAX.

I''TABA 1. 9BOJIIOIMA AIIOMUKCUCA 1 AMOUMUKCHUCA

1.1. ®opMynupoBKa Mapajokca MOJIOBOrO pasMHoxkeHus. [lox OecrosibiM
pPa3MHOXEHUEM Jajiee Mbl Oy/IeM MOHUMATh ANOMUKCUC — TIPOU3BOJICTBO TTOTOMCTBA
nyTéM MUTO3a €JUHCTBEHHOM KieTKu. [Ipu anmomukcuce kaxjaas ocoOb UMEET JIMIIb
OJIHOTO POIUTEINSI, BCE TE€Hbl KOTOPOTO HACIEAYIOTCS HEU3MEHHBIM 00pa3zoM, 3a
WCKJIIFOYEHUEM HOBBIX IIOABUBIIUXCA MyTauui. IlonmoBoe pasMHOXKEHHE WIH
ampumuxcuc - XKU3HEHHBIH LMK C 4YepeOBaHHEM MeH03a, MPOMCXOIALIETO BO
BpEMsI TaMETOIreHe3a, M CUHIaMUHM — CIWAHUSA TaMeT IPU OIUIOAOTBOPECHUH.
biarogapst  KpOCCHMHIOBEPY, HE3aBUCHMOMY  PACXOXXICHHIO  T'OMOJIOTUYHBIX
XpOMOCOM B MEHO03€ M CIUAHUIO TaMET IPpH OIUIOJOTBOPEHUHU IPOUCXOAUT
pEKOMOMHAIMsI TE€HOB pPOJAUTENEH, KOTOpPbIE JAlOT TE€HETUYECKH HEOJHOPOIHOE
ITIOTOMCTBO.
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Emé Beiicman (Weismann, 1887), cdopmynupoBan Bompoc — 3adem
AWLEKIIeTKE M30aBISTbCS OT IOJIOBUHBI SJEPHON CyOCTaHLMHM M CO3[aBaTh TEM
caMpIM  HeoOXOauMOCTh  mHpuBHOoca €€  cmepMaro3oupomM?  Bemp vy
MAPTEHOT€HETUYECKUX BHUJIOB HET A3TUX TpaT BPEMEHM M DJHEPrud Ha MeEHo3,
MPOM3BOJCTBO CaMIIOB, NMOMCK MapTHEpa U crnapuBanue. bomee TOro, YrtoObI
MPOU3BECTU KAKOE-TO KOJMYECTBO MOTOMKOB, MOJOBBIM BHJAAM HEOOXOAMMO BJIBOE
OoJbIIE POAUTENEH, HEXENUW MapTEeHOTeHEeTUYeCKUM. BelicMaH Npennonokui, 4To
€CJIM TI0JIOBOE Pa3MHOXKEHUE CYIIECTBYET TO, Y OOpa3oBaHHOM B pe3yJibTare
OIUIOZOTBOPEHUSI  SIAGPHOM  CyOCTaHUMM BUAMMO, JOJDKHO OBITH  KaKOe-TO
IPEUMYIIECTBO, & UMEHHO — U3MEHUYMBOE MOTOMCTBO, ITOCTABIISIOLIEE MaTepUa s
ecTecTBEHHOTro oTOopa. Te3uc BelicMana HACTOJNBKO IIMPOK, YTO B paMKaxX €ro
JICKUT OOJIBIIMHCTBO COBPEMEHHBIX TUIOTE3, MBITAIOIIUXCS OOBSCHUTD aJalTUBHBIN
CMBICJI U3BMEHYHUBOT'O MIOTOMCTBA.

Hamuoro nozgnee Mboiinapa Cmut (Maynard Smith, 1971), dopmanuzoBan
[apaJiokC TMOJIOBOTO Pa3MHOXEHUSA, PAacCMOTPEB CTALMOHAPHYK aHHU30TaMHYIO
MOJIOBYIO MOIMYJISILIMIO C COOTHOIIEHUEM TTOJI0B 1:1 U mpeAnonoKuB MOSIBICHUE B HEX
MyTali, NPUBOAAIIEH K mapreHoreHedy. CaMKH ¢ Takodl MyTauued MpOU3BOIAT
cebe MoJ0OHBIX NapTEHOIC€HETHUYECKMX CaMOK, TOI/Ia KAaK MOJOBBIE CAMKH MOJIOBUHY
SHEPruy BKJIAJBIBAIOT B CaMIIOB (OTCIO/Ia MPOUCXOJIUT OOIIENPUHATOE HA3BAHUE
0oJiee MEUICHHOW CKOPOCTH Pa3MHOXEHUSI TOJIOBBIX BUIOB — “IleHA MPOU3BOACTBA
caMIOB” WU MpocTo “leHa camioB”). IlockosbKy mnapTeHOreHeTHuecKas JTUHUS
YBEJIMYUBAET CBOKO YHCIIEHHOCTh BABOE 32 KaXKJ0€ MOKOJICHUE, OHA JOJKHA B UTOTE
BBITECHUTh POJUTEIHCKYIO TMOJIOBYIO Tomyisinuio. Takum oOpa3oM, Mpu MNPOYHMX
paBHBIX, Oecrojioe pa3MHOXKEHHE OO0JagaeT JBYKPAaTHBIM MPEUMYLIECTBOM IIO
CPaBHEHHMIO C TIOJIOBBIM, M HMEHHO €ro Mbl OXHUIAEM YBUJETh B KadyeCTBE
JOMUHUPYIOLIEH WIN Jake eTUHCTBEHHOU (popmbl pasmMHOkeHus. O1HaKo, Ha caMOM
Aene Juid  TOAABIAIOMIEr0  OOJIBIIMHCTBA JYKApUOT  XapaKTEpHO  IIOJIOBOE
pa3MHoOKeHue (00auratHoe win ¢GakyJibTaTUBHOE). IMEHHO B ’TOM HECOOTBETCTBUU
TEOPETHUYECKHUX U (PaKTUUECKUX JAaHHBIX 3aKITI0YAETCs MapaJoKCAIbHOCTh CUTYAIlHH.

1.2. BO3MOXHBbI€ IPUYUHBI JOMUHUPOBAHHUS MTOJOBOrO pa3MHOXKEHHs. B kaknx
Clly4asiX MOXET OBITh BBIFOJIHA TEHETUYECKash PEKOMOWHAIMS, pa3pylIaoas
POJIUTENBCKHE TEHOTHUIIBI U co3atolas HoBble? Eciu, 6ecnoiblii opranusm Xopouio
MPUCIIOCOOJIEH K CTa0MJIBHOM Cpeie U B €ro IreHOME HE MPOUCXOJUT HHUKAKHX
M3MEHEHUN (HE TOSBISIOTCS HOBbIE MYTallMH), TO TIOJIOBOE Pa3MHOKEHUE
HEBBITOJHO, TOCKOJbKY PEKOMOMHAIUSI pa300bET ynayHble, YXKE€ MPOBEPEHHbIC
orOopoM KoMmOuHanmu ayenei. OJHAKO COBEpPUICHHO CTAaOWJIBHOM Cpenbl |
CTaOWJIBHOTO, HE TMOJBEPKEHHOI0 MyTalusM, TeHoTurna He OwiBaeT. U, ecnu
JOMYCTUTh JOCTATOYHO CHJIbHYIO UX HU3MEHUYHMBOCTb, TO B KAKOW-TO MOMEHT OBbITh
OecIioyIbIM CTaHET HEBBIFOJHO. bpicTpas ajmanTanmuss K H3MEHSIOLIEHCS cpele U
OYHIlIeHHE TeHO(POHJA MOMYJSALUUU OT BPEAHBIX MyTaluid — o0e 3Tu 1enu OyayT
JOCTUTHYTBI IIpU IE€PEXOJ€ K IOJOBOMY Pa3MHOXKEHHIO. ITockosbKy HapymeHus
MOTYT 3aTparuBaTh KaK Cpeqy OOHWTaHHSA, TaK M TE€HOM, TO COOTBETCTBYIOILNE
TUIOTE3bl YAOOHO pa3AenuTh Ha JSKonoruueckue u myrtanuonnele (Kondrashov,
1993). OCHOBHBIM BONPOCOM TMPU STOM CTAHOBUTCS OTHOCHUTENIbHAs Ba)KHOCTH
HKOJIOTUYECKUX U T€HETUYECKUX N3MEHEHH.
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B pabore oOcyxgaemMbl 4YeTbIpe JIMIUPYIOUIME THUIIOTE3bl MOAJIEPIKaHUS
MIOJIOBOTO Pa3MHOXKEHHMsI, JIB€ M3 KOTOPBIX JEHCTBYIOT Ha KOPOTKUX BPEMEHHBIX
OTpe3Kax (MyTallMOHHBIE TUTIOTE3bl: MyTAllMOHHAS AETEPMUHUCTUYECKASI M THIIOTE3a
MbHHuHra), a aBe - Ha Oonbux (3Kojoruyeckas rumnoreza Ueépnoit KoposeBsl u
MyTallMOHHAs TUTIOTE3a — XpanoBUK Mémnepa).

1.2.1. MyTanMoHHas IeTepMUHUCTHYECKas runore3a. B 6ecnosioil momynsuuu
nerctByet nmpaBuiio Mémnepa (Muller, 1950): ogna MyTanusi — oJjHa T€HETHYECKasI
cMepTh. B 1o0J0BOM ke MONyisluUM, B PE3yJbTaTe PEKOMOWHALIMM aJUiesiei
AIIMMUHUPOBAHHAsA 0COOb MOXKET HMETh HECKOJBKO BPEAHBIX MyTanui. Takum
o0pa3oM, XOTS KOJIMYECTBO HOBBIX BpPEIHBIX MYTallMil Kak B O€CoJION, Tak u
MOJIOBOM MOMYJSIUMAX MpEeArojiaraeTcsi OJMHAKOBBIM, I YIAJICHUS UX U3
reHooHJa TIOJIOBOM MOMYJISIIMM  HEOOXOJUMO SIMMUHUPOBATh 3HAYUTEIHHO
MeHbIe ocobeii, Hexxenu B ciaydae Oecrionior (Kimura, Maruyama, 1966). To ectb
CMEPTHOCTb IIOTOMKOB B IOJIOBBIX MOIMYJIALUAX OyJeT HUXKE, 4YeM B OECIOJIbIX, YTO
MO’KET KOMIEHCUPOBATh N3HAYAJIbHBIN MPOUTPHILI MOJIOBBIX OPTaHU3MOB B CKOPOCTHU
pa3MHOXKeHUs. B 3TOM U 3akitoyaeTcsi MyTallMOHHAS IETEPMUHUCTUYECKAs TUIIOTE3a
(Kondrashov, 1982, 1988). M3 e€ maTeMaTHyecKOTO BBIPAXKEHHS CIEAYET, YTO
PaBEHCTBO MPUCIIOCOOIEHHOCTEH MOJIOBOM M O€CIOI0N MOMyNIALNNA TOCTUTAeTCs TPU
TEMIIE MOSBICHUS HOBBIX CIa00-BpEAHBIX MYTalliii Ha TEHOM Ha TOKOJIEeHHE OOJIbIIe
€IMHULIBI U STTUCTATUYECKOTO B3aUMOICUCTBUS MEXKIY BPEIHBIMA MYyTAIHSIMH.

1.2.2. T'unoreza Moununra (Manning, 1984; Agrawal, 2001; Siller, 2001).
AHu3oramus, yBeJIMYMBAIOIas B JBa pa3a IIEHY IOJIOBOTO0 Pa3MHOMKEHHUS, TaKXKe
OTBETCTBEHHA 32 CYIIECTBOBAHUE MIOJIOBOTO OTOOPA — MOIIIHOM IBOJIIOIIMOHHON CHJIBI,
OTCYTCTBYIOIIEH B Oecrnoibix mnomyisiusax. KoHkypeHlMs 3a crmapuBaHHe, Kak
PaBWJIO, KACAeTCs CaMIIOB MO MPUYMHE HE3HAUYUTEIBHOTO BKJIAJa MX DHEPTrUU B
MOTOMCTBO. B pe3yibTare MOHMKEHHOIO yclexa ClapuBaHMs IUIOXUX (C O0dbIINM
KOJIMYECTBOM MyTanuii) camioB (Zahavi, 1975) wu3 renodonma mnomynsuuu
YAAJISIOTCS BPEIHbIE MyTallH, U CPEIHSS IPUCIIOCOOIEHHOCTh BO3PACTAET.

1.2.3. T'mmorte3a Yépnoii Koponebl. Ban Banen (Van Valen, 1973)
MPEINONIOKNAT, YTO KaXKIO€ SBOIOIMOHHOE NpUOOpeTeHHe JI000T0 BHIA MOXKET
pacleHUBaThCA KaK yXyALICHHE YCIOBHM CYyIIECTBOBaHHS APYyrux BHIOB. [loaTomy
HEOOXOUMO SBOIOIMOHAPOBATh KaK MOXKHO OBICTpee MPOCTO HJsl TOro, YTOOBI
BBDKUTH. TakuM 00pa3oM, CKOPOCTh SBOIIOIUH JOHKHA HMETh pellaroliee 3HaYeHHe
B Ipouecce BbIMUpaHUsT BHUJIOB. [IOCKOJBKY IOJIOBbIE BHJIbI CIIOCOOHBI K Ooiee
ObIcTpol dBOIONMH (OJ1arogapsi BO3MOXKHOCTH KOMOWHHUPOBAHUS OJarompHsATHBIX
MyTallMii pPa3HbIX OPraHU3MOB) HUMEHHO JTO CBOMCTBO MOMXKET OOecre4YnBaTh
MOJIOBBIM TOITYJISIIIUSM 3BOJIIOIIMOHHOE MpeuMyliecTBO. Heo0XoumMocTh B BBICOKOM
CKOPOCTH 3BOJIIOLIMHM JUKTYETCS OBICTPO H3MEHSIOMMMUCS (haKTOpaMu Cpefbl, B
nepByto ouepenb omornyeckumu. ['amunbron (Hamilton, 1980) mpenmonoxumn, 9To
HanOoJiee BAKHBIM OMOTUYECKMM (PAaKTOPOM MOXKET OKa3aThCsl MPECC Mapa3uToOB C
KOPOTKUM  KU3HEHHBIM  LHUKIOM:  OBICTPOIBOJIOLMOHUPYIOIMIME  Mapa3uThl
BBIHY’KJIAIOT CBOUX XO035€B “yOeraTp” OT HMX, HAKaIJIMBasi H3MEHEHUS, JEIAI0IINE UX
HEBOCIPUUMYMBBIMA K JaHHOMY THWIIy T[apa3uToB. becrmonble BHIBI, H3-3a
HECTIOCOOHOCTH K OBICTPOI SBOIOINH, TIOJBEPKEHBI 00Jiee CUIBHOMY BO3JEHCTBHUIO
Mapa3uToB, YTO M YMEHBIIAET WX MEPBOHAYAIBHOE MPEUMYIIECTBO B CKOPOCTH
pa3MHOKEHUSI.
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['mnoresy  Yépuoii  KoponeBbl  KOCBEHHO  ITOATBEPKIAECT  SIBICHUE
“reorpauyeckoro mapTeHoreHe3a”’ — MPEUMYILECTBEHHOE PpacHpOCTpaHEHUE
MapTEHOT€HETUYECKUX OPraHM3MOB B CEBEPHBIX LIMPOTAaX, BBICOKO B ropax, Ha
OCTpOBaX WJIM B YaCTOHApyHIaeMbIX MecTooOuTaHusX. [I0CKONIbKY NJii TaKMX MeCT
XapakTepHO MaJio€ 4YHMCJIO BHUJIOB (pbIXJias yIMaKOBKA SKOJOIMYECKUX HUI), TO
OTCYTCTBUE CHWJIBHBIX OHOTHYECKUX B3aUMOJCHCTBHI TO3BOJISIET CYIECTBOBATH
OecrnojpiM BHJAM HMEHHO B TakKOM cpeie, Ille HET HEOOXOJUMOCTH B OBICTpOM
JBOJIIOLIMOHHON T'OHKE.

1.2.4. XpanoBuk Mémnepa. Xpanosuk Mémnepa (Muller, 1964) ocHoBbiBaeTCs
Ha TOM, 4yTO Jro0asi HOBas cinabo-BpeaHass MyTalus B OECrojio MepeaaroniemMcs
TeHOTUIIE MOXET OBbITh yJajeHa W3 MOMYJSALHUHU TOJBKO 3a CUET rudenu ocolei,
HeCylmux 3Ty myTtanuio. COOTBETCTBEHHO, YHCIIO MyTalui B O€CIOJIOM T€HOTHUIIE
MOXXET JINOO OCTaBaThCs MOCTOSHHBIM, MO0 yBennuuBaThcs. OTCIO/Ia CIeAyeT, YTo
ClIy4yailHasi AJIUMMHUHALMS “HAWIY4YlIUX TEHOTUNOB (C MHUHUMAJIBHBIM YHUCJIOM
BpEHBIX MyTaIuii) B Oecrioynon nmomysiiui HeoOpatuma. Co BpeMEeHeM ITPOUCXOIUT
MOCTENIEHHOE YBEJIWYEHUE YHUCIa BPEAHBIX MYyTallMii, MPUBOJAIIECE K BHIMUPAHUIO
OECITOJIBIX BUIOB.

OcHoBa XpamnoBUKa — Ciy4yailHas JIMMHHALMS “‘HAWIy4IIUX TEHOTUIOB (B
pe3yJiibTaTe BBIMUPAHUS POAUTENCH, OTCYTCTBUS Y HUX MMOTOMCTBA WJIM TIOSIBJICHUS B
HUX HOBOM BpETHOW MyTallMK) — MPOTUBOIOJOKHA MEXaHHU3MY €CTECTBEHHOIO
oTOOpa, AIMMUHUPYIONIETO HAWUXyAIIUe TeHOTUmnbl. [loATOMy XpamoBUK MOXKET
paboTaTh TOJBKO MPU YCIOBUH, KOTAa CyAb0a MYTAaHTHOIO ajuiessl ONpeaesnsercs
reHeTudeckum apendom, a He otoopom. Ilepuon aBUIKEHUST XparnoBuKa (3a CKOJIbKO
MOKOJICHUH KOJIMYECTBO MyTalliii B ONTUMAIBHOM KJlacce 0co0ei yBelInunBaeTcs Ha
€AMHUILY) CHWJIBHO 3aBUCUT OT pa3Mepa MOMyJISIuU (4eM MEHbIIE YHCIEHHOCTh
ONTUMAJILHOTO KJIacca 0co0ei, TeM OOJIbIle BEPOSITHOCTD CIyYaiiHOTO HCUE€3HOBEHUS
ATOTO Kjlacca), TeMIla MyTUpOBaHUs U Ko duiimenta ordopa BpeIHbIX MyTaIUH.

[TpunsB, yTo Oecronas JUHUS HECMOCOOHA CYIIECTBOBaTh OECKOHEYHO JIOJITO
u3-3a paboThl XpamoBuka MeéEmiepa, MOXHO pPEMIUTh MPOOJIIEMY IOJOBOIO
Pa3MHOXEHUS JUIIb C MO3ULUU I'PyNIIOBOro OoTOOpa: MOJOBOE PAa3MHOKEHUE €CTh
MPU3HAK, KOTOPBI BHITOJICH rpynmne (MOJOBOM MOMYJSALMM), TO3BOMSAS €
CYILIECTBOBATh OECKOHEYHO JOJT0, HO HE KaXXJIOMy KOHKPETHOMY Opranusmy. Tax,
mo0asi caMKa B TIOJIOBOM MOMYJIALIMM B CIIy4ae Mepexo/ia K NapTeHOTeHe3y cpa3y Ke
MOJIy4aeT MPEUMYIIECTBO B CKOPOCTU PA3MHOXKEHHsS, HO €€ JUMHUS oOpedyeHa B
OynymeM (BO3MOXHO, JOCTaTOYHO OTAANEHHOM) Ha BBIMUpaHUE B pe3yJbTaTe
HAKOIUICHUS! BPEAHBIX MyTanuid. OgHako, Takas OTAAIEHHAS NEPCIEKTUBA HE MOKET
M3MEHHUTH X0J1a SBOJIOLNHU, IBHIKUMOM 32 CUET OBICTPO pealiu3yeMbIX MPEUMYIIECTB.
EnuHcTBEHHAsT BO3MOMKHOCTHh MOJACP/KAHUS TOJOBOIO Pa3MHOKEHHS 32 CUET
JOJITOCPOYHBIX MPEUMYHIECTB — O3TO KpallHE peIKoe TMOSBICHHE MYyTalui
“OecnoJIocTH’”’ B MOJIOBBLIX BUIAX.

Emé onno Bo3pakeHHe MPOTHUB XpanoBUKa - 0aJaHCOBBIN apryMeHT BumbsamMca
(Williams, 1971). Bumbsamc cyuTaeT, 4YTO CYIIECTBOBAHHE OPTaHU3MOB C
IUKINYECKUM TApTEHOTCHE30M HE YKJIAJbIBA€TCA B PaMKH JOJTOCPOYHOTO
IPEUMYILECTBA IIOJIOBOTO Pa3MHOXKEHUS u TpeOyer MPUBJICYCHUS
OBICTPOpEATN3yEeMOro MPEUMYIIECTBA MOJIOBBIX CTaAUil KX >KU3HEHHOTO IHUKIIA.
[lockonbKy y UMKIMYECKU-TTAPTEHOTEHETUYECKUX opranu3MoB (1) cymectByer
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OombIIas BEPOSITHOCTH TOSBICHUS KJIOHOB B PE3yJIbTaTe€ DJIMMHUHAIMU TIOJIOBOU
CTaJIMM MX KU3HEHHOTO IUKJA, TO (MPUHUMAsS JUIIL JOJITOCPOYHOE MPEUMYIIECTBO
MOJIOBOTO PA3MHOXEHUS), ITH KIOHBI JOJDKHBI (2) BBITECHUTH CBOUX TIPEIIKOB.
Onnako, »TOoro He HaOJNIOAAETCSA, CJIEIOBATENIBHO, TI0JIOBOE Pa3MHOXKEHUE
oOecrieuynBaeT Kakoe-TO OBICTpOpeaTu3yeMoe MPEUuMYIIeCTBO, HE Jaloliee YacTo-
MOSIBJISIFOITUMCSI IOUYEPHUM KJIOHAM BBITECHUTH POAUTEIBCKUE TOMYJISIINY.

Onnako, MBI HE MOXEM YTBEpPXKJaTh, YTO YaCTOTa IMOSBJICHUS MyTallUi
“Oecriosioctr” (Ha OJWMH BHJ Ha TMOKOJICHHME) HAMHOIO OOJbIIE Y HHUKIUYECKU-
MapTEHOT€HETUYECKUX OPTaHU3MOB, IMOCKOJIbKY Y HUX, KaK U Y OOJUTaTHO-TIOJIOBBIX
OpraHU3MOB, CYHIECTBYET MHOXXECTBO OTpaHUYECHHM, MPEMSATCTBYIOMINX MOSIBICHHUIO
Oecrnonbix auHUN. Hanpumep, y el oOpa3zoBaHue MOKOSIIMXCS SIUI, CIIOCOOHBIX
NEPEHOCUTDh 3UMY, HEPA3PHIBHO CBS3aHO C MOJOBBIM Pa3MHOXKEHUEM, B CBSI3U C UEM,
B XOJIOJTHOM KJIMMAaTe HE M3BECTHBI 00JIUTaTHO-OCCIIONBIC MOMYJISAIUM TIIeH (Simon et
al., 2002). BaxkHo OTMETUTbH, YTO B TEIUIOM KJIMMATe, TJIe HET HEOOXOJIUMOCTH B
MPOU3BOJCTBE TMOKOSIIUXCS SWI, B HEKOTOPHIX MOMYJSALIUAX TJIEH TMOJI0BOE
pasmHoxenue wucuezaer (Delmotte et al.,, 2001; Simon et al., 2002) uto
MOATBEPAKAAECT JIOATOCPOUHOE MTPEUMYIIIECTBO PEKOMOMHAIIUY T€HOB: KOT/la MEePexo/l
K 0ecrosioMy pa3MHOXEHHUIO BO3MOXKEH - OH OCYIIECTBIsieTcs. bosee CloXHBbIM
OKa3bIBAETCA BOMPOC BBITECHEHHUS (HaKyJIbTATUBHO-IIOJOBBIX MOIMYJSLIUN CBOUMHU
JOYepHUMH KJIOHaMH. Bo3MoxkHO, Oojiee H3MEHUMBAsT DJKOJOTHYECKash HHUIIIA
POAUTENHCKON TOMYJISIITUN TTO3BOJIAET U30€XaTh CUILHON KOHKYPEHIIMHU ¢ 0ecrooi
TIOYEPHEH MOMYJISLUEN.

Tor ¢akr, 4TO OOJNBIIMHCTBO CYHIECTBYIOIIMX OECHOJBIX BUIOB HUMEIOT
(dhakynbpTaTUBHO-TIOOBBIX TIpeaKoB (Hebert, 1988), MoxkeT umeTh aBa 0OBSICHEHUS.
[lepBoe: wmytamuu “Oecrnonoctd” y  (GakyJIbTaTUBHO-TIONOBBIX  MOMYJISLIUANA
MPOUCXOMAST 4Yalle, a BBIMUPAIOT BCE OECIoyible JWHUM pPaBHOMEPHO, BHE
3aBUCUMOCTH OT CIloco0a pa3MHOXKEHHUS CBOEro rmnpeaka. Bropoe: wyranuu
“OecrionocT’”’ MPOUCXOAT O0Jiee-MeHee paBHOMEPHO BO BCEX TAKCOHAX C Pa3HBIMU
dbopmMamMu pa3MHOXKEHHSI, OJJTHAKO, CPOK KU3HU OECIOJIBIX MOIMYJISIUN Pa3IndeH: OH
OKa3bIBACTCA 3HAUYMMO OOJBIIMM B CIydae MPOUCXOXKIEHUS OT (DaKyJIbTaTUBHO-
MOJIOBOTO TIpe/iKa (CMOTPUTE TJIaBy 2).

Baxnass ponp xpamoBuka Obuta moka3zana B sBomtonuu PHK-comeprxkaniumx
BupycoB (Chao, 1997). Illupoko H3BECTHO, YTO HEPEKOMOMHUPYIOIIME YYacCTKU
JHK, takue kak Y-xpomocoma (Charlesworth, Charlesworth, 2000) u renom
MutoxoHApui mitekonutaromux (Lynch, 1996, 1997; Saccone et al., 2000), panee
MOJIBEPrajicCh Jerpagallii, B pe3ybTaTe 4Yero KOJu4ecTBO (PYyHKIIMOHAIbHBIX TE€HOB
B HHUX CWJIBHO  yMEHBIIWJIOCh. Bompocsl  coBpeMeHHON  Jerpajganuu
HepekoMOuHUpytomux yyactkoB JIHK o6cyxnatorces B riase 3.

OnuH 13 OCHOBHBIX AIMIIUPUUECKUX apTYMEHTOB B MMOJIB3Y XpanoBuka Ménnepa
— 9TO XapakrTep pacrpezaeineHus Oecrnonbix TakcoHOB (Maynard Smith, 1978):
OONBIIMHCTBO  OECTOJNBIX  JMHUM  pPACIOJIOKEHO HAa  KOHIEBBIX  BETBSX
(UIOTEHETUYECKUX JCPEBHEB, TO €CTh OOJUTAaTHO OECIOJIbIe TaKCOHBI HHUKOTJA HE
OBIBAIOT KPYMHBIMHU (Yalle BCEro 3TO BHUJBI W POJAbI) U CYIIECTBYIOT BeChbMa
KOPOTKHI CpoK. ENMHCTBEHHOE KPYHMHOE U XOPOIIO H3YYEHHOE HCKIIOUYEHHE U3
»TOrO MpaBuiia — 310 konospatku Bdelloidea (Mark Welch, Meselson, 2000).
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1.3. TlpoucxoxjaeHre peKOMOWHAIMU, aMQUMUKCHCA W aHWU30TAMHH.
bonpmmuacTBO aBTOpoB (Kondrashov, 1993; Maynard Smith, 1978; Barton,
Charlesworth, 1999) paccmarpuBaeT BONPOCHI MPOUCXOXKIACHUS M TMOACPKAHUSI
MOJIOBOTO Pa3MHOXEHHS OTIAEIbHO, OJHAKO, MBI IIOJlaraeM, YTO OCOOEHHOCTHU
BO3HMKHOBEHHUS JIIOOOTO TPU3HAKA MOTYT CKa3blBaThCAd HA MEXaHHW3MaX €ro
nojyiep kaHusl. B CBS3W C 3TMM, MBI aHAIM3UPYEM CTYNEHYATOC IMPOUCXOXKICHUE
MOJIOBOTO Pa3MHOKCHHUS JYKapHOT M BO3MOXHBIC aJalTHBHBIC IPEHMYIIECTBA
Ka)XI0ro I1ara.

1.3.1. Tlpoucxoxnenue pexkoMmOuHanmu. IlepBas xuBas PHK-monekyina
(pu60o3uM), O-BUUMOMY OblIIa CIIOCOOHA K PEKOMOMHAIIMU C JIPYTMMHU TaKUMU K€
MOJIEKylaMu 3a cuéT wMexaHusma aBTocmuiaiicuara (Thomas Cech, 2004).
['enernueckass peKOMOMHAIMS TIOCPEJICTBOM TpaHC(POpPMallUM, KOHBIOTALUU U
TPAHCAYKIIMM - BaXHBIH (akTop H3BoOMONMH OonbIIMHCTBA OakTtepuii (Maynard
Smith, 1993: Guttman, Dykhuizen 1994; Doolittle, 2003). Ognako, Bce Tpu BapraHTa
pekoMOuHaIMK y OaKTepuil MOTJIM TOSBUTHCS KakK MOOOYHBIN pPE3yJbTaT IPYTUX
MPOIIECCOB, HE HAMpPaBICHHBIX HA TPOU3BOJCTBO TEHETHYECKH W3MEHUYHUBOTO
MOTOMCTBAa. BeKTOp-00yClOBIICHHAs KOHBIOTAIMS W TPAHCAYKIUS TPUBOIAT K
pacnpoCcTpaHEHHIO M1a3MuA U (Haros, HO MPHU 3TOM MOOOYHBIM 00pPa30M MPOUCXOIUT
U re”HeTudeckuil oOMeH. TpaHcdopmanus e, MOMUMO PEKOMOMHAHTHOW pOJIH,
MOXXET WrpaTh BAXKHYIO pOJIb B penapaluy ABYLENOYedHbIX pa3pbiBoB (Michod,
1988) u ucnonp3zoBanuu JIHK B kaduecTBe HMCTOYHMKA IUTATEIHHBIX BEIECCTB.
Xopoume 3KCHepUMEHTAIbHbIE JaHHbIE CYIIECTBYIOT [UJIi CaMoOM IOCienHen
¢dbyukuun  tpanchopmarnmu — mnepeBapuBanus JIHK (Redfield, 1993). Takum
o0pa3oM, TPENCTaBIsAECTCS COMHHUTEIbHBIM, YTO TEeHETHYecKass peKoOMOMHAIUs
OakTepuil BO3HHMKJIA U3-32 KPATKOCPOUHOTO MPEUMYIIECTBA PEKOMOMHAHTHOTO
MOTOMCTBA.

1.3.2. TIpoucxoxiaenue dakynabTaTUBHOrO ambumukcuca. llomnepxkanue
T€HEeTHYECKOro 0OMEHa y 3yKapuOT TEMU MPSMBIMHU U MPOCTHIMU CIIOCOOAMH KaK ATO
NPOUCXOAUT Yy MPOKAPUOT, CKOpEe BCETr0, HEBO3MOXKHO H3-3a 0OJee CII0KHOTO
ypoBHsi komnaptMenTanuzanuu JIHK. B pesynbrare, 1okeH Obul MOSABUTHCS TaKOM
Oonee  cHeNUaNM3UPOBAHHBIA  Tporecc, Kak  Meio3.  Bo3moxno, dTO
WHUIIAAJTU3UPOBATh MOSBICHUE JAPEBHETO MeW03a MOTJIM MOOWIBHBIC T€HETUYECKUE
anemenThl (Hickey 1982; Hickey, Rose 1988; Hickey 1993; Bell, 1993), cxoansim
obOpaszom, kak F-miazmuaa gerepmuHupyeT koHbrorauuto E. coli. Taxum obOpazowm,
nosiBJieHue aM(@UMHUKCHCAa JYKapHOT TaKke MOIJIO ObITh  HMHIYIMPOBAHO
MOOUJIBHBIMHU 3JIEMEHTAMH, KOTOPBIM IS 3apa’keHUs] HOBBIX T€HOMOB HEOOXOIUM
IPOLIECC TeHETUYECKON peKOMOMHAIINY.

[TpoucxoxieHne TEHeTHYEeCKOW peKoMOMHAIMU OakTepuid U aMpuMHUKcHCa
AYKApHOT 3a CU€T (haKTOPOB, HAMPSIMYIO HE CBSI3AHHBIX C MOBBIIICHHOW ajanrtanuen
PEKOMOMHAHTHOTO TOTOMCTBA JieJlaeT OoJiee BEPOSITHHIM HBIHEIIHEE MOJIEp>KaHue
ATUX TpoleccoB 3a cu€T aonarocpoyHoro mnpeumyiectsa (ITomageun, 2003). B
KJaccuueckoi pabore Mbpitnapn Cmura (Maynard Smith, 1964) moxazano, 4to
HanOoJiee CIIOXKHBIM dTanm B (UKCANWHM TPU3HAKA, BBITOJHOTO TPYIIE - 3TO
oOpa3oBaHHE W30JIMPOBAHHOUN TPYMIIIBI 0CO0EH, 00MaMaroMuX “‘COIUAIbHBIM TE€HOM
(KOTOpBIM BBITOJIEH TpyIIe HO HE opranusmy). Takas rpynma ocoOeld MOKeT
00pa3oBaThCs TOIBKO 32 CUET TEHETUIECKOTo Apeiida, K TOMy K€ OHA HE YCTOWYMBA
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K TMPOHUKHOBEHUIO “‘@HTU-COLMAIbHBIX®  oOpraHu3mMoB. OJHaKo, €ciu TeH
“conuanbHOCTH” UMEET CIIOCOOHOCTH K UH(EKITMOHHO-TI0I00HOMY
pacnpoCTpaHeHuro, TO KapthuHa MeHsaeTrcsa. llockonmbky F-mmasmupma akTUBHO
pacIpoCcTpaHsIeTcsl cama U “‘aHTH-coluaibHbie” ocoOu (Oecmonbie oprann3mel 6e3 F-
IIa3Mubl), Mociae 3apaxkeHuss F-miasMuol CTaHOBSTCSA “‘COLMAIBHBIMHU, TO
CYIIECTBOBAHKE TPYIIIHI “‘COIUATBHBIX 0COOEH HE SBIISIETCS MAJIOBEPOSTHBIM.

1.3.3. Tlpoucxoxaenue obauratHoro ambumukcuca. IlepBbie MoJI0BBIE
AYKapUOTHI, MO-BUIUMOMY, ObUIM (haKyJIbTATUBHO IOJIOBBIMHM, KaK OOJBIIMHCTBO
COBPEMEHHBIX MPOTHUCT, a JajbHEWIIee MOSIBICHUE OOJUraTHOrO IMOJIOBOTO
Pa3MHOMXEHUSI XOPOIIO KOPPETUPYET C MPOUCXOKIeHneM MHorokiaeTounocT (Dack,
Roger, 1999). Takum oOpa3oM, Ha MPOTSHKEHUH MOCIIEYIONIEH IBOIIOLUN IYKAPUOT,
[I0JIOBOE Pa3MHOKEHUE CTAHOBUIJIOCH BCE 0oJiee pEerysiipHbIM M OOJIUTaTHBIM, YTO
MOXXHO CBSI3aTh C TIOBBIIICHHMEM OOINET0 YpPOBHS OpraHU3allid M CJIOKHOCTBIO
KOMOMHUPOBAHUS JIBYX aJbTEPHATUBHBIX CIOCOOOB pPa3MHOXKEHUS B OJHOM
XKU3HEHHOM IMKJIE TaK, KaK 3TO MHPOUCXOAUT Yy PEIKUX TAKCOHOB LUKINYECKH-
napreHoreHetuueckux opranuzMoB (Hebert, 1988).

1.3.4. Tlpoucxoxnenue aHuzoramuud. C NOOCIEAHUM  IBOJIIOLUOHHBIM
NpUOOPETEHUEM 3YKAPUOT — aHU30TaMHEH, BO3ZHHUKJA MpoOieMa “UeHbl caMlOB” U
“mapaZiloKkc IMOJOBOTO pa3MHOkeHus . “lleHa caMIoB” — LeHa aHU30raMHH, a HE
MOJIOBOTO PAa3MHOXKEHHMsI, IOATOMY, BEPOATHEE BCET0, KOMIIEHCUPOBATh 3Ty LIEHY B
HBOJIIOLMU JIOJDKEH ObUT Mpoliecc, MOSBUBLIMNCSA OJHOBPEMEHHO C aHM30TraMuen
(Hickey, 2000) — a umeHHO, MmojoBoil oTOOp. Takum oOpa3om, MbI CUHMTaeM, 4TO
“HeHa caMUOB” JOJKHA MOJHOCTHIO KOMIIEHCHPOBATHCS MPEUMYIIECTBOM CaMIIOB,
0OyCJIOBJIEHHBIM MOIIHBIM MOJOBBIM OTOOPOM (CMOTpHUTE runoresy MiaHHUHTA), a HE
YEM-TO IPYTUM.

Takum oOpa3om, cieayeT 0TKa3aThCsa OT T€3UCa O IBYKPATHOM MPEUMYIIECTBE
0ecrosoro pa3MHOKEHUS U CTapaThCsl OOBSICHUTH YHUBEPCATBHOCTh T€HETUYECKOU
pexoMOMHAIU U aM(pUMUKCHUCA.

['JTABA 2. ITIPOUCXOXJIEHUE BECITOJIBIX BUJIOB

B nmanHO#l rnaBe paccMaTpUBArOTCS TPUYMHBI W CIEJACTBUS TMOHUKEHHOTO
TEMIIa MYTHPOBaHHs OECIONBIX BHAOB, a Takke GOPMYIUPYETCsS THIIOTE3a,
OOBSCHSIOIIAS IPOUCXOKICHUE BHICOKO MPUCTIOCOOTICHHBIX OCCTIONBIX TOMYJISAIINN.

2.1. Temn myTtupoBaHus OecnoJiblx BujoB. CyIleCTBYeT TPU BO3MOKHBIC
OpUYMHBL OoJiee HM3KOTO TEMIla MYTHUPOBaHUS OecroyibiX M (PaKyJIbTaTUBHO-
MOJIOBBIX OPTaHKU3MOB MO CPABHEHHUIO C OOJIMTaTHO-TIOJIOBBIMH.

2.1.1. TloBbllieHHass MyTareHHOCTh camIloB (male-driven evolution) xoporio
JI0Ka3aHa Jijis mpumaToB, ntuil U rpei3yHoB (Li et al., 2002; Hurst, Ellegren, 1998;
Lander et al., 2001). ¥ npumartoB, Hanpumep, TEMI MyTHPOBaHUS caMIIOB B 4-6 pa3
BBHIIIIE TEMIIa MyTHUPOBaHUs CaMOK. [IpUYMHBI TOBBINIEHHON MYTareHHOCTH CaMIIOB
CBSI3BIBAIOTCS C OOJIBIIUM KOJMYECTBOM MUTOTHYECKUX JEICHUI raMeT CamIlOB IO
CpaBHEHUIO ¢ camkamu. [Ipuuém, OTHOIIEHNE YnCca KICTOYHBIX JCICHUA TOJOBBIX
KJIETOK CaMmI[OB W CaMOK MPUMEPHO COBIAJACT ¢ OOHAPY>KEHHBIM COOTHOIIECHUEM
YKCJIa HOBBIX MyTauuid y camioB 1 camok (L1 et al., 2002).

2.1.2. MyTareHHOCTb T€HeTHYeCKOW pekoMOuHaumu. [Ipu cpaBHEHUU reHOMOB
YeJIOBeKa M MBI OOHApyXeHa TIOJOKHUTEIbHAS KOPPEISIUSI MEXIY YacTOTOU
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pexomOuHauu onpenenénnoro ydyactka JIHK u momumopdusma HykineoTumoB Ha
HéM (Leurcher, Hurst, 2002). Taxxe mnpu aHanmu3e HEOOJBIIOTO MO pa3Mepy, HO
MOJIBEP)KCHHOTO HMHTEHCUBHOW PEKOMOMHAIIMH, TCEBA0AyTOCOMHOIO pEeruoHa Y
XpOMOCOMBI  OOHapyxeH wu30bITouHbld monumopdusm HykiaeotunoB (Filatov,
Gerrard, 2003; Filatov, 2004). OGa 3T (akTa KOCBEHHO CBHJIETEIBCTBYIOT O
MYTareHHOCTH PEKOMOMHAIMM — TO €CTh TaM, IJI€ BBIIIE YacTOTa PEKOMOWHAIINH,
yaiie TMOSABJISIIOTCS  HOBBIE TOYEUHbIE MyTaluu. lIpyuniHa MyTareHHOCTH
pEeKOMOMHAIIMM MOXET 3aKI0YaThbCsl B HETOYHOM penapanuyl JIBYLENOYECUHBIX
pa3peiBoB JIHK, KkoTOpble HHUILIMMPYIOT MPOLIECC PEKOMOMHALIUH.

2.1.3. HWHakTuBalyMg  BPEIHBIX, BEPTUKAIBHO  PACIPOCTPAHSIOUIMXCS
MOOMJIBHBIX JIEMEHTOB B OECIHOJIBIX JIMHUSIX. XOPOIIO MU3BECTHO, YTO TPAHCIO30HbI
Osarosiapsi cBoei CroCOOHOCTH K BHYTPUTC€HOMHOMW PEIUTMKALIMK JOCTATOYHO OBICTPO
MOTYT PAacCIpOCTPAHATHCS (3apakaTb HOBBIE TE€HOMBI) B TMIOJOBOW MOMYJISIIAA
(Hickey, 1982). Onnako uX 5BOJIONMOHHAS JTUHAMHKA TOCJIE PACIPOCTPAHEHUS, TO
€CTh TMIOCJI€ TOr0, KaK KaXIbld WHIWBHIYYM OYyJIeT HECTH B CBOEM TE€HOTHIIC
MOOMITbHBIE 37IeMeHThI, MeHee moHsTHA (Charlesworth et al., 1994) u, ckopee Bcero,
OHa 3aBUCUT OT (OPMBI PA3MHOKEHHSI XO3AMCKOM mMomyasiuuu (MOJIOBOE WIIH
oecmoioe).

[Ipu OecrnoiaoM pa3MHOKEHHHU, KOT/A KOJUYECTBO TPAHCIIO30HOB B T'€HOME
CUJIbHEE KOHTPOJUPYETCS BHYTPEHHUMHU MPUUYMHAMU (CKOPOCTBIO PA3MHOKEHUS YiKE
MMEIOIIUXCSl TPAHCIIO30HOB) a HE BHEIITHUMM (3apaK€HWEeM HOBBIMU TPAHCIIO30HAMM )
aJanTUBHBIM CTAHOBUTCS TOSIBJICHHE CaMOPETYJUPYIOIIMX MEXaHU3MOB CKOPOCTH
TpaHcro3uiuu ~ MoOwibHBIX  dneMmeHTOB  (Charlesworth, Langley, 1986).
Camoperynisiusi MOSBISIETCS MOCKOIbKY MOOMJIbHBIE 3JIEMEHTHI HE MOTYT 3apa3uTh
HOBBI T€HOM, U WX NPUCIIOCOOJEHHOCTh YPaBHUBAETCS C MPHUCIOCOOJIEHHOCTHIO
OOBIYHBIX MEHJICJIUPYIOMIUX TeHOB. B pesynbpTaTe, MpenMMyIIECTBO MOIYYalOT Te
TPaHCIO30HBI,  KOTOPhIE  WHAKTUBUPYIOTCSI W  HE  BBI3BIBAIOT  MaJCHUSA
MPUCTIOCOOICHHOCTH xo3simHa. TakuMm 00pa3oM, y OECIOJIBIX OpraHU3MOB
KOJMYECTBO TPAHCIO30HOB JOJKHO CTPEMHUTBCS K HYJIO. DTO YTBEpXKICHHE HE
OTHOCHUTCS K TEM 3JIEMEHTaM, KOTOPbIE UMEIOT BBICOKYIO YAaCTOTY FOPU30HTAIBLHOTO
nepeHoca (Hampumep, mariner-like sneMeHThI), MOCKOIBKY MU OYyAYyT 3apaskaThCs
naxke 0ecIoyible TeHOMBI.

DOKCMEPUMEHTAIbHOE TOATBEPKICHUE WHAKTUBAIIMM BPEIHBIX MOOUIIBHBIX
AJIEMEHTOB B OECHOJIBIX TE€HOMax ObLIO TIOJYyYeHO Ha JpPEeBHUX OEcHoJbIX
konoBpaTkax Bdelloidea (Arkhipova, Meselson, 2000), u Ha OoJblIei YacTH
cumouotnueckoit JIHK B sykapuotnueckom renome (Zeyl, Bell, 1996; Burt, Trivers,
1998). IlockoibKy TpH MEPEeMEIICHUH MOOWIBHBIE DSJIEMEHThl HHIYIUPYIOT
MOSIBJICHUE TOYEYHBIX MYTallMii, OTCYTCTBHE OJJIEMEHTOB WM WX HEaKTUBHOE

COCTOsSIHUE OYJIeT YMEHbINIaTh TEMIT MYyTHpOBaHus TmpumepHo B 2 pa3a (Nuzhdin,
1996).

Takum oOpa3oM, Bce TpPU pPACCMOTPEHHBIC BBIIIE MPUYUHBI JOJKHBI
MIPUBOJIUTH K 3HAYUTEILHOMY CHI)KEHUIO TEMIIa MyTUPOBaHUs OECHOJIbIX JTUHUU (B
10-30 pa3). B (axynbTaTUBHO-TIONOBBIX TMOMYJSAIUASX TEMIT MYTHPOBAHUS TaKKe
OylleT CHIKAThCS: PEAKOE II0JIOBOE pa3MHOXKEHHE (OJMH pa3 B CE30H, Kak,
HafpuMep, Yy UHUKINYECKU-TIAPTEHOTEHETUUeCKuX Daphnia) aBTOMaTUYECKU
MPUBOJUT, K YMEHBIICHUIO BKJaJa B IMOTOMCTBO MYTAHTHBIX T'€HOB CaMIlOB H
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MyTaIii, TOSBIISIFONINXCS pU Metio3e. Takke, BO BpeMs Oecroibix (a3 KU3HEHHOTO
IIUKJIAa JEHCTBYIOT peryiupytomue Mmexanu3mbl (Ribeiro-dos-Santos et al., 1997, Zeyl
et al., 1994; Sullender, Crease, 2001), HanpaBlIcHHbIE HA HHAKTUBAIIUIO MOOMJIBLHBIX
AIIEMEHTOB.

Crnenyet mOMYEPKHYTh, YTO BCE MPUUYMHBI MMOBBIIIICHHOTO TEMIIA MYTHUPOBAHUS
MOJIOBBIX OPTaHU3MOB 3aKIIIOUAIOTCS B TMOJIOBOM Pa3MHOXKEHHH CaMOM IO cele:
TPAHCIIO30HBI PACIIPOCTPAHSAIOTCS] TOJBKO B IOJIOBBIX MOMYJISAIUAX, CaMIIbl U MEHO03
CYIIECTBYIOT TOJIBKO B IIOJIOBBIX MOMYyJSANHSIX. TakuM 00pa3oM, COMHHUTEIBHBIM
CTAaHOBUTCSl YTBEPXKACHHE O TOM, YTO TMOJIOBOE PA3MHOXEHHE BO3HMKIIO, H3-3a
He00XoIUuMOCTH d(PGHEeKTUBHOM OOPHOBI C BPEITHBIMU MYTAIUSIMH.

2.2. T'wunorte3a MNOABUKHOTO  MYTAIMOHHO-CEJIEKTUBHOTO  PAaBHOBECHS.
Bo3zHukaer Borpoc — kKakuM 00pa3oM, MOHUKEHHBIN TEMIT MyTUPOBAHUS OECOJBIX U
(haKyIbTaTUBHO-TIOJIOBBIX OPTaHMU3MOB MOYKET BIIUSTH HA MPOUCXOXKICHUE OECTIONBIX
BUJIOB, TO €CTh Ha MIEPEXOJ OT MOJIOBOTO PA3MHOKEHUS K Oecroiomy?

Pacnipenenenne cnabGo-BpeHBIX MyTalldid B TOIYJISIIAM 3aBUCUT OT TEMIIa
MyTHUpOBaHMs (KOJIMYECTBA HOBBIX MyTanuid Ha TeHoM Ha mokosneHue U), hopmbr
pasMHOXKeHHUs1 (MOJIOBOe WM Oecronoe) W (PYHKIHH TPHUCIOCOOICHHOCTH.
[IpucnocoOIeHHOCTh OpraHu3Ma OompeeseTcss Kak (YyHKIHUS BPEIHBIX MYTAIlH,
COZEPKAIUXCS B HEM:

_ (—ia—i*p)
fi =exp

r7ie i - KOMM4ecTBO ClIad0-BPEAHBIX MYy TAIIHA,

0, - K03 duIeHT oTéopa MPOTUB HOBOU CIIa00-BPETHON MYTaIluH,

B — xoadduIMEHT 3MUCTATUYECKOTO B3aUMOACHCTBUS MEXAY MYyTallUsIMHU.
Ecou =0, To ¢yHKuMS TPUCTIOCOOIEHHOCTU CUUTAETCS AAJAUTHUBHOM, MOCKOJBKY
MIPUCIIOCOOJICHHOCTh MMaJIa€T JUHEWHO C YBEJIWYEHUEM yucia myTtarui; ecinu B>0 -
AIUCTATUYECKOM, MOCKOIBbKY MPUCIIOCOOJEHHOCTh OpPraHu3Ma Majaer ObICTpee yeM
JIMHENHO, B CBSI3U C MOJIOKUTEIHHBIM SIHUCTA30M MEKY BPEIHBIMU MYTaIUSIMHU.

3Has Bce, MEpPEYMCIICHHBIE BbIIIE TapameTpbl (dhopMa pa3sMHOXKEHHUS, TEMI
MYTHPOBaHUA W (GYHKUUS MPUCTOCOOJIEHHOCTH), MOXHO OIpPEAEIUTh 3HAYCHUE
MyTarmonHoro rpy3a (L) - cpemneit monm moToMcTBa, MOrubOaeMoil B pe3yJibTare
snuMUHAIMM  HOBbIX MyTauuii (Crow, 1958) wu, Kak cleACTBHE, CpPEIHIOO
MPUCTIOCOOJICHHOCTD MONYyJIAuu W =1- L.

[Ipu nonoxutensHoM snucTtaze (f>0) B MOJOBOM MNOMYJSALMH CYHIECTBYET
BO3MOXXHOCTh JJIMMUHAIMU Cpa3y HECKOJbKMX MyTalHuil rulenpio OJHOW ocoOu
(Kimura, Maruyama, 1966). B 06ecrnonoil momymisiiiuy 3MUCTaTHYECKUT O0TOOp HE
MPUBOJUT K CHWIKEHHIO MYTAllMOHHOTO Tpy3a, MOCKOJIbKY 0€3 peKkoMOWHAIUU
MYTaHTHBIE T€HBI JOJKHBI ObITh STUMUHUPOBAHBI B TEX K€ KOMOUHAIUAX, KAK OHU U
MPOU30IUTH. DTO Pa3IuyUe MOJOBBIX U OECIOJIBIX MOMYISIUNA, TPU MPOYUX PABHBIX,
obOecrnieurBaeT MOBBIIIEHUE MPUCTIOCOO0IEHHOCTH TooBoM nomyssanuu (Kondrashov,
1982, 1988).

Opnako, oOcCyXJaeMbli HAaMH BBIII€ TOHM)KEHHBIA TEMII MYTHPOBAHUS
OecroibpIX JUHUM, SIBISETCA CEPbE3HBIM HAPYHICHUEM IPEANoIoKeHUs O ‘“‘Bcex
npounx paBHbix”. Pendbung (Redfield, 1994) mnokazanma, uTo yBelIHYEHHE
MPUCTIOCOOJICHHOCTH ~ OECroJIof  TOMyJSIMKM  W3-32  TOHIDKEHHOTO — TeMIIa
MYTHUPOBAaHMSI MOXKET OBITh TaKUM K€ WM Jlaxe Oojiee CUIBLHBIM YeM YBEJIMYEHUE
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IPUCTIOCOOJIEHHOCTH  TOJOBOM  MOMYJISIMM, OOYCJIOBJICHHOE AHUCTATUYECKUM
B3aMMOJICHCTBHEM BpEIHBIX MyTaluid. Takum 00pa3oM, TMOHMIKEHHBIH TeMI
MyTUpPOBaHUSI O€CHOJIbIX JIMHUM TOPUBOAUT K  OCHA0JICHUI0 MYTallMOHHOM
JNETEPMUHUCTUYECKON TUIIOTESHI.

B cBoux monensx Pendwuna momarama, 9To KOJMYECTBO MYTAIMA B TEHOME
nepBoro 0Oecrnoyioro opraHu3ma paBHO HyJO. OJHAKO, HACKOJBKO pPEaJbHO 3TO
npeanosioxkenue? Hrbke Mbl KOJIMYECTBEHHO OIICHUM MPUYUHBI U TMOCIEICTBUS
HEHYJIEBOIO 4YHUCJa BpPEIHbIX MyTaluMid B TMEepBOM O€ClojIOM OpraHusmMe U
chopMyIupyeM rUnoTe3y MOJBUKHOTO MyTaIlMOHHO-CEJIEKTUBHOI'O PABHOBECHSI.

Eciu cpennuit koadduiment oréopa nocrtatouno Man (a <0.002, Keightley,
1999), remn mytupoBanus Beicok (U>1), a pyHKIMSA NPUCTIOCOOTICHHOCTH aITATUBHA
(B —0, Elena, Lenski, 1997; Lenski et al., 1999), To B reHomMe 10JI0BOro opraHusma,
B CpemHeM, OyJeT CoNepKaThCs OONBIIOE YHCIO MYTAallUd W JaXKe B “HaMIydIiem’’
(HauMeHee OTSTOUIEHHBIM BPEIHBIMU MYyTAllMSIMHM) BapUAHTE YKUCIIO MyTalMil MOXKET
OBITh HE HYJIEBBIM.

Jlnst Toro, 4ToOBl OIEHUTh — C KAKUM MHUHHUMAJIbHBIM YHUCJIOM MyTaluid B
POAUTENHCKONM TOJIOBOM MOMYJSIUA MOXET TMOSIBUTHCS OECHOJIbIA OpraHu3M, MBI
oOpatunuch K amnmnpokcumanusm Yapawsyopca (ypaBHenue 3 u 11, Charlesworth,
1990), no3BonuBIIUM 110 JaHHBIM @, B 1 U, HaliT cpegHee Yuciio BPEAHBIX MyTallui
n 1 ux aucnepcuro V. UHCIEHHO ToJly4yasi CpelHEe W AUCIEPCUI0 PACIPENCIICHUS
BPEIHBIX MYTAlMi, Mbl ONPEIEISIN YUCIO MYTALMHI y “HAaMTydIlero” opraHus3ma, Kak
CpeHEE MHUHYC TPU CTAHAAPTHBIX OTKIOHEHHUS, YTO IO MPABUIY TPEX CUTM IS
HOPMAaJIbHO paclpe/IeICHHON CITy4ailHOM BeTMYMHbI 03HayaeT BepossTHOCTh 0.00135.

BriOupass HanMeHee OTATOMIEHHBIA MYTallUSIMH OpPraHU3M B KadeCTBE
poJIoHAYAIbHUKA OECIOJION TMOIYJISIIIUU, Mbl HaXOJIWUJIU ONTUMAJIbHYIO CTPATErHIO
0ecroyoi MOoMmyJISIiK, KOTOPOIl JOKEH ONaronpusTCTBOBATh €CTECTBEHHBIM OTOOD.
Uucno myranmi y “HaWiIydllero’ OpraHu3Ma B IIOJOBOM MOIYJSILUM IIPU Pa3HBIX
napameTpax (yHKIHH MPUCIIOCOOIECHHOCTH TMPEACTaBICHBI B Ta0uIe 1.

Taouauna 1. KonmuectBo MyTanuii y “Hariiydniero’” opraHu3ma 13 MoJIOBOW MOMYJISALINY B
3aBucuMocTH OT Temna MmyTtupoBanus (U),koa¢¢urmenta otdéopa (@) u cuibl snuctasa (B).

U
alp 0.1 0.5 1 1.5 |2 25 |3 3.5
0.002/0.004 0 0 2 4 5 7 8 9
0.002/0.0004 |1 10 17 24 29 35 39 44
0.002/0 29 203 433 [668 905 |1144 | 1384 | 1625

W3 Tabnauuel BUAHO, YTO “HaMiIydline” OpraHU3Mbl MOMyJsiLuu cozaepkat 0
MyTAalMil TOJBKO NMpU oueHb HU3KOM Temrne MytupoBanus (U = 0.1 - 0.5) u cunpHOM
noJsioxxkutesibHOM 3nucrtaze (f = 0.004). Bo Bcex ocTanbHBIX ciydasx, HaWITy4dlIUA
OpPraHU3M COAEPKUT NECATKH WIH J1a)K€ COTHA MYTalUi.

N3 »toro crnemyer, yto ecau Oecrojiasg MOMyJsitus Oep€T Hadallo OT
“Haniy4IIero” Opraiu3Ma U3 MOJIOBOM MOITYJISILUK ¢ TeMIioM MmyTtupoBanus U > 1, To
TAaKOH pOJOHAYAJIBHUK YXK€ MMEET HEHYJIEBOM 3amac BpeAHbIX MyTauuid. O4eBHUIHO,
3TO JIOJKHO BJIMSTH HA CPENHION MPHUCIOCOOJIEHHOCTh OECHOON MOMYJISALUN: YeEM
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Oosblliee YUCIO MyTallMi HMMEET POJOHAYAJIbHUK, TEM MEHbIIE OyJeT CpenHss
IPUCIIOCOOJIEHHOCTh MOMYJsAUUU. i TOro, 4roObl OLIEHUTh KOJIMYECTBEHHO, Kak
BAMSIET YWCIO MyTauii B TEpBOM OECHOJIOM OpraHu3Me Ha CpPETHIO0
IPUCIIOCOOIEHHOCTh OECTOION MOIMYJISIUK, Mbl uTeprupoBanu Gopmyiny 3.1 Kumypsr
u Mapysmel (Kimura, Maruyama, 1966) naunnHasi ¢ pa3HOTrO 4ucCia MyTaluil y
nepBoro opranusma. [lomydeHHble 3aBUCMMOCTH, ITPEACTABIICHBI HA PUCYHKE 1.

Pucynok 1. CpenHsss mpuciocOOJICHHOCTh OECTIONION MOMYJISIIMK B 3aBUCUMOCTH OT KOJHUYECTBA
BpEIHBIX MyTaluil y nepBoro 6ecnosioro opranuzma. U = 0.1.

15

0.9 l\‘\-\-\
0.8 —=— alpha=0.002, betta=0

\ \.\ —e— alpha=0.002, betta=0.0004
iy \ \
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KOJNIM4e CTBO BpeAHbIX MyTaLMi y nepBoro 6ecnonoro opraHuama

cpeaHan npucnocoﬁneHHocn: nonynauuu

Kak w® oXwmmamoch, CpemHsisi MPUCIOCOOICHHOCTh YMEHBINAETCS C
YBEJIMYEHUEM  YHClia MyTauud y  TEepBOro  OpraHu3ma: JIMHEWMHO B
MYJIbTUIUIMKATUBHOM CJIydae, W HEJIMHEHHO TMpU JMUCTATUYECKON (PYyHKIUU
npucnocobsenHoctd.  becnionas momynsuMs, MOpou3oUIeANIas OT HaWMEHee
OTSTOILIEHHOTO MYTallUsIMU OpraHusma, OyJIeT HUMETh OOJBIIYI0 CPEIHIOI0
IPUCIIOCOOJIEHHOCTh M, COOTBETCTBEHHO, 0TOOp OyAeT OnaronpustcTBoBaTh eid. To
€CTh, OTOOP 0JIArOMPUATCTBYET TEM OECIOJIBIM MOMYJISLUIM, KOTOPHIE BEIyT HAYaJI0
OT TOJOBBIX TOMYJISUUHA C HU3KUM TEMIOM MYTHPOBaHUSA, TO €CThb, OT
(baKkyIbTaTUBHO-TIONIOBBIX MOMyJisituid  (cMoTpute mTyHKT 2.1). dakynbTaTuBHO-
MoJIOBas ~ TOMyJsus ~ o0NajiaeT  MOJBMIKHBIM  MYTaIllMOHHO-CEJICKTHBHBIM
PABHOBECUEM: PEIKOE IMOJIOBOE Pa3MHOKEHUE IMO3BOJIIET CIBUTaTh PACHpPE/ICIICHHUE
BpEAHBIX MyTaluii Ommke K Hymto (puc. 2, crpenka 1). MmeHHO OT Takou
(haKyIbTaTUBHO-TIOJNIOBOM MOMYJISIIAA MOTYT TPOU30UTH BBICOKO-TIPUCTIOCOOICHHBIE
Oecrombie oMy Isaun (puc. 2, CTpenka 2).
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Pucynok 2. ['unore3a noJBUKHOTO MyTallMOHHO-CEJIEKTUBHOTO PAaBHOBECHSI.

OO6nuratHo-mojoBasE MOMYJALUS OTJIMYAeTCsl BBICOKOM YacTOTOW MYTHUPOBaHUS U OOJIBLIINM
KOJIMYECTBOM BpenHbIXx MyTauuil. IIpomsomenmas or He€ (akyJIbTaTHUBHO-TIONOBAS MOIYJISLUS
YMEHbBIIIAeT TEMIT MyTHUPOBAHUS U paclpeielieHue BPEAHbIX MyTalui CABUTAeTcs ONMKe K HYJIIIO
[1]. becrionblii MyTaHT, BO3HUKIINN B (PaKyJIbTaTUBHO-IIOJIOBOM MOIMYJIALUH, JAaCT HAYAJIO BBICOKO
MPUCTIOCOOICHHOW Oecronoi momyynsnuu [2], Torma Kak Oecroyiblii MyTaHT, BO3HUKIIANA B
OOJIMTaTHO-TIOJIOBOM TMOMYJISAIMK JACT Hadalo OeCHojio MOMmyJSIUH C MEHbIIeH CcpenHei
npcroco0neHHocThio [3]. Pacnipenenenue BpeqHbIX MyTamyii OECIONIBIX MOMYJISAIHA OyIeT TUIaBHO
CIBUTAThCA BIPaBo [2°, 3°], 4To 00yCIOBICHO B OCHOBHOM HAKOILJICHUEM CJIa00 BPEIHBIX MYTaIHid
(XpamoBuk Mémiepa) ¥ yBeTUYMBAIOIIMMCS CO BPEMEHEM MPeccoM napa3uToB (rumoteza UEpHoi
KoposneBsr). MakcuManabHBIM 3BOJIOMUMOHHBIM TMOTEHIMAIOM 00JaaeT Oecrionasi MOIyJIsLus,
npowu3omiennas oT GaKyIbTaTUBHO-TIONOBOTO MpeIKa (IJTMHA CTPEJKH 2’ > JUTMHBI CTPENIKH 3).

0,14 ‘
0,12 dakynsTaTUBHO-NONMOBOE pasMHOXeHue ‘
0.1 :
2 |
5 0,08
3 |
¥ 0086 obnuraTHo-nonoBoe pasMHOXeHue |
0,04 !
0,02 |
o |
= Yyucrno MmyTauun
0,16
biid obnuratHo-6ecnonoe pazaMHoOXeHue
0,12
g 0,1 H
5 3
S 0,08 2 \
=
0,06
0,04
i e
0,02

YMCno myTaunn

B Bosnwmkieit Oecrionoi momyssiuu, €€ CpemHss MPUCITOCOOICHHOCTh, Kak
MPaBUIIO, MJIABHO YMEHBINAETCS, 32 CUET HAKOIUICHHUS CIa00 BPEAHBIX MyTaluil u /
Wi ycunuBarorerocs mnpecca mapasutoB (Howard, Lively, 1994). Xors mepuon
IBUKEHUSI XpPAIOBHKA (YHUCIO TMOKOJEHUH, 3a KOTOPOE KOJUYECTBO BPEIHBIX
MyTallMil y HaWiIydlIero OpraHu3Ma IOIYJILUM yBEIUYUBAETCS Ha OAUH, Tnu.s))
ocTaércs NMpeAMETOM JUCKyccui, ero MoxHO BbiBecTH (Gordo, Charlesworth 2000a;
2000b) ucxons U3 HaHHBIX MO yuciaeHHOCTH nonyysauuu (N), TeMily MyTHUpPOBaHUS
(U) u xosdpdunuenty obGopa wmyrtanuu (S=o0). Dopmynbl ObLIM UYHUCICHHO
MIPOUHTETPUPOBAHBI U PE3YJIbTAThI MPECTABICHBI HA PUC. 3.
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Puc. 3. [Tepuon s

JBWKCHUSI  XPAIlOBUKA N=100000. U=0.1
(T) B 3aBHCHMOCTH OT _ s
¢ exTuBHON Z 0l |
YHUCICHHOCTH =
-
MO IS - N
(HYDKHUR rpaduk), . ‘ " ! ! \ \ \
TeMna MyTHpOBaHHS - 0005 001 0015 002 0025 003 0035 004 0045 005 0058
U (rpa¢uk B 1ieHTpe) U 10 ‘ ‘ ‘ .
CpeAHEro N=100000, $=0.005
ko3 duuuenta orbdopa — 10" i
o %)
IPOTUB MyTauuii — S =
(BepxHHii TpaduK). Sl 1
100 | I I I t : : : :
0 001 002 003 004 005 006 007 008 009 01
N3 pucynka 3
10" ‘ ‘ ‘
BHAJHO, 4YTO 4YacToTa
U=0.01, $=0.005
JBUKCHUS L ]
[72]
XparnoBUKa (1/T) =
=
3aBUCHT oT =100 |
00CyXTaeMbIX 0
. 10 | | | | | | | | |
napamMeTpoOB: OHa 0 1 2 3 4 5 6 7 8 9 10N
CUJIBHO x10°
3aMCAJISACTCA C

yBeJIMUEHUEM cpeaHero koddduumenta orbéopa MyTanuid (s), a Takke NpH
YMEHBIICHUH TeMIa MyTUPOBAHUS U YBEIMUECHUU YUCICHHOCTH MOMYJISLIUU.

OneHuM, HACKOJBKO YBEJIMYMBAETCS JBOJIOLMOHHBINA MOTEHIMAN Oecrnooi
NOMyJISIUK A, mpou3olienue oT GakyIbTaTUBHO-TIONOBOTO Mpeaka (HOJIb MyTalui
y OCHOBATelsd, pHUC. 2 CTpelka 2°), MO0 CPaBHCHHIO C IOTCHIIMAIOM OeCIToJoi
nonyisiiuu B, mpousomiennielr HampsMyr0 OT OOJUTaTHO-TIOJIOBOM MOMYJISIIAN
(4Mciio MyTalMii y OCHOBATENs PABHO YMCIY MyTalHUi y ‘“‘HauWiIydilero”’ opraHu3mMa
MOJIOBOM MOMYJISIIIUU, PUC. 2 cTpeika 3’). DTa pa3HUIla MOXKET ObITh OINpe/eyeHa Kak
YUCJIO TMOKOJEHUM TMOMyJsiiuk A, B TEUCHHE KOTOPBIX OHAa HAKOMUT CTOJIBKO
MyTaIii, CKOJbKO W3HA4anbHO Obuto B momyisiuu B. CpaBHeHue JByX
TUIOTETUYECKUX cUTyauuid (Tabna. 2) TOKa3blBaeT, UTO pa3HULA MEXIy
ABOJIIOIIMOHHBIMY MOTEHIIMAIAMY MOMYJISIUA A 1 B 3aBUCHUT Kak OT 4Kciia MyTallui
y ocHoBatenel monyassuuid (Nming-Nmina), TaK U OT 4aCTOThI JABMXKEHUSI XparoBUKa
(1/Tnu.s)). Ecau B mepBoii ctpoke (S=0.002), OOnbIIMI BKJIAJ BHOCHUT pa3HUIA B
guciae MyTamui (Nying-Nmina = 905), 1 XpanoBuk ABUTaeTCS JOCTATOYHO OBICTPO (3a
oJ1HO nokoJjienne HakaruBaeTcs 1/T=0.002 myTtaruu), To Bo BTOpoi cTpoke (S=0.02),
HeOoubimas pasHuiia B yuciae MyTamui (Nping-Nmina = 70) Ha GoHE OYeHb HU3KOU
YacTOThl JIBUXKCHHUSI XparnoBUKA (3a OJHO MOKOJIEHUE HAKAIUIMBACTCS 1/T=1.3-10"®
MyTallil) TPUBOJUT K OTPOMHOM pa3HUIIC B DBOJIIOIMOHHOM MOTEHIUANIE MEXKIY
nonyysimued A u B. DTo kosoccanbHOe  pasiuure OOYCJIOBJICHO YBEIWYEHUEM
koa(pduirenta oréopa S B 10 pas.
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Taoauna 2. [TapameTpsl GecrioNbIX MOMYJIALUI, MTPOU3OMIEIINX HETOCPEICTBEHHO OT 0OIUTraTHO-
nosioBor monyysiiu (B) wim  akynpratBHO-MONOBOM  momyssiiuk (A). Bo Bcex cimydasix
npeanonaraercss  orcyrctBue snuctaza  (f=0). Kosdpoumument orbopa S SKBHUBaJIEHTEH
UCIIONIL3yEMOMY paHee Kod(pPuUueHTy o. T\ yusy=KOIHYECTBO IOKOJECHUH, HE00XO0IuMoe ISt
OJIHOr'0 MOBOPOTA XpanoBUKa (IEpUOA ABUKEHMSI XPAIIOBUKA).

10JI0Basl MOMYyJIALMA | nomyssauus B nomyJysanus A

U=2 U=0.1; N=100000; | U=0.1; N=100000;

S=0.002, S=0.002, S=0.002, ocHoBarenb nomyJisiuu umeet 0 MyTaruii;
“Hamydiumin’ OCHOBATEJIb Tovus=484 — pacnpeneneHne BpeIHBIX MyTalUi
opranuszm umeeT 905 | momymsuun  UMECT | monmynsauud A u B cpaBusieTcss uepes 905-484=438
MyTaLHH. 905 myTarmii. 020 MoKOJIEHUH.

S=0.02, S=0.02, S=0.02, ocHoBarenb nonyJssuuu umeet 0 MyTanuii;
“HanTy4Iuin” OCHOBATeJIb Tavusy™ 77496548 — pacnpeneneHue BpeIHbBIX
opranusm umeer 70 | momynsauMM HMMEET | MyTauuii nonyisuud A u B cpaBHsercs depes
MyTa1mi 70 myTanui. 70-77496548=5 424 758 360 nokoneHUi

WUtak, mnpuHUMas THUNOTE3y MOABHKHOTO  MYTallMOHHO-CEJIEKTHBHOTO
paBHOBECHSA, MBI TMOJy4YaeM, YTO OECIOJIble TOMyJSIUU, MPOU3OMISANINE OT
(haKyIbTaTUBHO-TIOJIOBOTO TPEAKA, MMEIOT OOJBIIUN SBOIIONMOHHBIN TOTEHIIHAIL.
Ecnu B Gnmkaiiiiee BpeMsi, Mbl HAYYHMCS JIOCTATOYHO TOYHO OIPECNISATh BO3PACT
OpeKpalieHus Meno3a B J000M Oecrmonoi momynanud, To OyaeT BO3MOXKHA
OMIIUPHUYECKAsT TPOBEPKA OTOM THUIOTE3bl: OeCroible TMOTOMKH (PaKyIbTaTHBHO-
MOJIOBBIX TOMYJIALUNA JOHKHBI UMETh OONbIINii Bo3pacT. Ha maHHBIE MOMEHT 1Ba
JIPEBHUX OECIOJIBIX TAaKCOHA, BpeMs IOTEPH Meio3a y KOTOPBIX JaTHUPOBAHO C
nomonipio reHernueckux (Mark Welch, Meselson, 2000) u maneoHTOJIOTHYECKUX
(Martens et al., 2003) mMeTo10B, MOATBEPKAAIOT ATy TUIOTE3Yy: 00a ITH TaKCOHA
UMEIOT OJIM3KUX POACTBEHHUKOB, C IIUKIMYECKUM NapTeHoreHezoM (Monogononta —
poactBennuku Bdelloidea, Mark Welch, Meselson, 2001) wim cMemanHbIM
pasmuoxxenueM (Cypridoidea — poacrBennuku Darwinuliodea, Schon et al. 2003) u,
BEPOSITHEE BCETO, MPEJOK JPEBHUX OECIOJIBIX TAKCOHOB B O0OMX Clydasx ObLI
(baKkyIbTaTUBHO-TIOJIOBBIM.

TJIABA 3. ITIOJIJIEPXKAHWE BECITOJIBIX JINHUI: TIPUYMHBI
SBOJIFOIIMOHHOI'O VCIIEXA JJPEBHMX BECIIOJIBIX JINHUMI

Jliist GecriobIX OPraHu3MOB, Ha KOTOpBIE MpuxoauTcs He 6osee 1% oT obero
YHCJIa BUJIOB DYKApUOT, XapaKTEpPHA KOPOTKAs IBOJIOIMOHHAS HCTOPHS M OTCYTCTBUE
nouepHux Oecnoibix TakcoHOB (Maynard Smith, 1978). IMeHHO mosTOMY Tepexon
MIOJIOBOT'O Pa3MHOKEHUS K OSCIIOJIOMY paHee CUYMTAIICS SBOJIOMMOHHBIM TYITHKOM.

OpnHako, HEJABHO TMOSBHWIMCH JIOCTAaTOYHO  YOSAWTENbHBIE  JIaHHEIC,
JIOKa3bIBaIOIKE, 4TO ycnenHo cymecTtByromue Bdelloidea u Darwinulidae notepsiu
M0JIOBOE Pa3MHOKEHUE MHOT'O MHJIJTMOHOB JieT Ha3aJl. COOTBETCTBEHHO, OTCYTCTBHUE
MOJIOBOTO Pa3MHOKEHHsSI HE 00s3aTeIbHO MPUBOAUT K pPAaHHEMY BBIMUPAHHUIO, U
MHOTIa OECTOobIe BUJIBI OKA3bIBAIOTCS BeChMa yCIemHbBIMU. KakoBbI yCIOBHUS 3TOTO
ycnexa? OTBETHTh Ha ATOT BOMPOC MOXKHO, Mepedupasi BCE 0COOCHHOCTU JPEBHUX
Oecronpix opraHu3moB. [lOMMMO HEJAaBHO OTKPBITBIX JIPEBHUX OECTOJBIX
OpPraHMU3MOB, HIIMPOKO M3BECTHBI JpeBHHE HepekoMOMHuMHUpYomue ydactku JIHK,
TAKHE KaK Y XpOMOCOMA U MUTOXOHPUAIIBHBIN T€HOM.
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Jlnst  moucka YHHMBEPCAJIBHBIX — aJIaliTUBHBIX ~ MEXAaHM3MOB  “Oecroyioin”
HBOJIIOLIMM HUXKE Mbl MEPEUUCIMM SKOJOTMYECKHE U T€HETHMYECKHEe OCOOEHHOCTH
ApeBHUX OECIOJIbIX BUIOB, U HEpeKoMOMHUpytonmx ydyactkoB JTHK.
Bdelloidea

1. He menee 360 Oecrnosiblx BHUIOB, PaJMMPOBABIIMX OT OECHOJIOrO MpeJKa,
OrpOMHAs YUCIEHHOCTh Nonyisiui, kocmononautusm (Wallace, Riccei, 2002).

2. CnocoOGHOCTh K aHTUIPOONO3Y — MOTHOMY 00€3BOKMBAHUIO HA JIFOOOW CTaauu
KU3HEHHOTO I1MKJIA, T[0CJIE€ KOTOPOro IMOBBIMIAETCA MPUCIOCOOIEHHOCTD
kosoBpaTok (Ricci et al., 2003; Ricci, 2004), BO3MOXKHO HU3-3a U30aBICHUS UX
or mapasutoB (Meselson, 2004). Takum oOpazoM, aHTHAPOOMO3 MOXKHO
BOCIIPUHHMATh, KaK 3alllUTy KOJOBPATOK OT Ipecca Mapa3uToB CIIOCOOOM,
aIbTEPHATUBHBIM OBICTPOMY TEMITY BOJIIOIUH.

3. “Dddexr Mecencona” — Gomplas CTENEHb AUBEPIEeHIIMA OBIBIIUX aJUICIICH
(Birky, 1996; Mark Welch, Meselson, 2000), cmocoOHas yBeIUYHUBATh
MPUCTIOCOOJICHHOCTh KOJIOBPATOK MYTEM TE€TepO3uca, a TaKKe MPHUBOJIUTH K
MOSIBJIEHUI0O TE€HOB C HOBOM (yHKIMEN M, TakuM 00pa3oM OOBSACHATH
pa3zHoobpasue skonornyeckux Huml Bdelloidea.

4. TloBbIllIEHHOE YHCIO KOMUW TeHOB Oenka TerioBoro 1moka hsp82 (Mark
Welch, Meselson, 2000), xoTopble MOTyT MacKupoBaThb 3(QQEKT BpeIHBIX
MyTal1i, HAKOTUIEHHBIX B IPOTEeMH-KoAupyromux renax (Fares et al., 2002).

5. Ilonmnoe orcyrctBue aktuBHblX LTR u non-LTR perporpancno3oHOB
(Arkhipova, Meselson, 2000) 1 He0OOBIYHO HU3KOE KOIMYECTBO Komui (1-2 Ha
renom) PLE (Penelope-Like Element) perporpancno3onoB (Arkhipova et al.,
2003) 10mKHO TPUBOAUTE K MIOHIKEHHOMY TEMITy MyTHPOBaHUSI.

Darwinulidae (Darwinula stevensoni)

1. Huskuii ypoBeHb T'€TEPO3UTOTHOCTH, KOTOPBIH MOXET OOBSCHATHCA KpaiHe
HU3KUM TEMIIOM MYTHUPOBAHUS, JMOO MHUTOTHUYECKOW TEHHOW KOHBEPCHUEH,
CIIOCOOHOM CIep>KMBATh HAKOIIJICHUE BPEIHBIX MYTAIMi U J1aXK€ UMUTHPOBATH
reHeTudeckyro pekomonnanmio (Gandolfi et al., 2001a).

2. Kpaiine HU3Kast BHYTPHUIIONMYIALMOHHAS TeHETHUECKas N3MEHUNBOCTH (Schoen,
Martens, 2003), oObl9HO OOBSCHSIEMYIO OYEHb HU3KHM TEMIIOM (hUKcAnu
HOBBIX MYTalUH.

3. Hwuskas reHeTHueckas U3MEHYMBOCTh MEXAY aPPUKAHCKHUMH U €BPONECHCKIMHU
nonyisiuuaMu D. stevensoni o0bscHseTcs B 10 pa3 0osee MeJIEHHBIM TEMIIOM
MOJIEKYJIIDHOUM 3BOJIIOLIMM SIIEPHBIX TeHOB D. stevensoni TO CPaBHEHHUIO C
npyrumu 6ecrio3BoHouHbIMU (Schoen et al., 2003). ABTopsl nojaratot, 4To D.
stevensoni nemoHctpupyeT GPG (General-Purpose Genotype) cTpaTeruto
(Lynch, 1984): to ectb D. stevensoni obiamaer NIMPOKOH HOPMOM peaKIluw,
MO3BOJISAIOIIEH €My YCHEIIHO CYIIECTBOBAaTh B OOJBIIOM JMANa30HE yCIOBHIl.
3a710roM 3BOJIIOIIMOHHOTO M 3KOJIOTHMUYECKOIo ycrexa OblI0 €ro COXpaHeHHE B
HEU3MEHHOM COCTOSIHUM, 4YTO MOTIJIO JIOCTUTAaThCsl CHIDKCHHEM TEeMIIa
(duKcarM HOBBIX MyTaluid 3a CUéT HU3KOTO TEMIla MYTHPOBAaHUS U
MHUTOTHYECKON T€HHOW KOHBEPCUHU.

4. Iupokass TONEPAHTHOCTH ATOTO BHUJA K CoJIEHOCTH M Temieparype (Van
Doninck et al., 2002; Van Doninck et al., 2003a) o0BscHsET
KOCMOIIOJINTUYECKOE paciHpocTpaHeHUue 3Toro Buja (OH OOMTaeT Ha Bcex
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KOHTHHEHTaX KpoMe AHTapKTUKH) U oATBepkaaet cymecrsoBanue GPG y D.

stevensoni.
Y xpomocoma

I. X m Y XpoMOCOMBI MIJIEKONMTAIOIINUX IPOU3OLIIM OT ayTOCOMHOM ITapbl
TOMOJIOTMYHBIX XpoMOcOM He panee yeM 300 MWUIMOHOB JIeT Hazaxa. 3a dTO
BpeMst Y XpoMocoMa rnorepsiia okono 1470 reHos, T.e. IpUMEpPHO 5 T€HOB 3a
KaKbI MUJIJIMOH JIET.

2. CrneunuuHbIil Uisi caMIOB y4acTOK Y XpPOMOCOMBI YEJIOBEKa W IIMMIIAH3€e
COJIEP)KUT MHOKECTBEHHbIE MOBTOPHI JEBSITH MPUCYTCTBYIOLIUX TaM T'€HOB,
OOJIBIIMHCTBO U3 KOTOPBIX COOpaHbl B MAJIMHAPOMBI (TIOCIEIOBATEILHOCTH,
KOTOpBIE YUTAIOTCS OAMHAKOBO Ha 00enx KomruieMeHTapHbIX nenoykax [JHK).
MeuieHHbIH TEMIT MOJIEKYJISIPHOM SBOJIOLMU ATUX F€HOB M OOJIbIlIasi CTENEHb
CXOXKECTU MEXAy KONUSMHU I'€HOB BHYTPHU OJHOIO MajuHapoma (Oojee ueM
99.9%) o00ycnoBieHb WHTEHCUBHONW TEHHOW KOHBEPCHEH MEXIy KOMHSIMHU
I€HOB BHYTPU Y XPOMOCOMBI.

MUTOXOHIPHUAIBHBIA TEHOM

1. MuUTOXOHIpPHANBHBIA TE€HOM BCEX JYKAPHUOT SBISACTCS PEIUMKTOM T€HOMAa
IpeBHEW CBOOOJHOXKUBYILIEH 0 MpoTeoOaKkTepuu, Haumboyiee OIM3KUM
COBPEMEHHBIM IIPEICTaBUTENIEM KOTOpOM sBiusieTcsi Rickettsia prowasekii
(Andersson et al., 1998). bBoNbIIMHCTBO TEHOB NPOTO-MUTOXOHAPUU
MUTPHUPOBAJTIO B PYKAPUOTHUECKOE SJIpO, IJI€ OHU 3aMEHSUIM WJIU JOIOJHSIIN
pe3uIcHTHBIC TeHBI apxeiHoro mpoucxoxaeHus (Doolittle 1998; Rivera, Lake,
2004). B pesynbrare 3TOH TE€HOMHOM PEAYKIIMU celyac B MHUTOXOHJIPHUIX
comepxkutcst or 37 renoB y denoeka (22TPHK, 2pPHK, 13 mnpoteunn-
KOAMPYIOIIUX T€HOB JbIXaTesIbHOM 1enu) 10 97 renoB (<2% ot renoma E.coli)
y IPECHOBOAHOTO MpoTUcTa Reclinomonas americana (Lang et al. 1997).

2. Henasno Jlunr u lllubara (Ling, Shibata, 2004) obnapy>xuiu 0e10K, KOTOPbIT
o0ecrieurnBaeT HacleAOBaHUE TOJBKO OJHON MOJIEKYJIbl MHUTOXOHIpUAIbHOU
JIHK wn3 Bcex coamepxkammxcsa B dykKapuoTudeckou kiertke. Ilocnemyromas
peIUIMKalus JaHHOM MOJEKYJbl MPUBOAUT K OBICTPOMY BOCCTAHOBJIEHUIO
rOMOIUIa3MHUH, TO €CThb HMJCHTHUYHOCTH BCEX MHUTOXOHJPHAIbHBIX T'€HOMOB
BHYTPH OpraHu3Ma.

3. B panHem 3MOpHOHAIBHOM Pa3BUTUHM MIIEKONMTAIOMIMX CYUIECTBYET amoNTO3
AWIIEKIETOK, KOTOPOMY IOJBEPraioTCsi, B OCHOBHOM, SHUEKIETKH C
MyTaHTHbIMA MuToxoHnpusmu (Krakauer, Mira, 1999; Perez et al., 2000).
Takum 00pa3om, aganTUBHOM POJIBIO aroNTo3a MOXKET OBbITh OCTAaHOBKA
Jerpagalui MUTOXOHAPUH.

Cpeau crienuuuecknx XapaKTepUCTUK IPEBHUX OECHOJIBIX JIMHHUMA, Ba)XKHOE
MECTO 3aHUMAIOT MEXaHW3MbI, MOHMKAIOIIKME TEMII MOSABICHUS U (PuKcanuu ciabo-
BpEAHBIX MyTanuidi. MuToTHdeckass KOHBepcusi TeHOB y Darwinula stevensoni,
BHYTPUXPOMOCOMHAsl KOHBEPCHSI Ha NATUHAPOMAaX Y XpOMOCOMBI U BOCCTAHOBJIEHUE
TrOMOIUIa3MHAHA MUTOXOHAPHHM 3a CUET permmkanuu ogHou monekynsl JJHK npusBomst
K OJMHAKOBBIM IOCJIECTBUSAM: €CIIM aJUle]Ib JUKOIO THUIIA 3aMECTUT MYTAHTHBIN, TO
3Ta cuTyauus OyAeT OHKBHUBaJEHTHa OOpaTHOW MyTallMd, BOCCTAHABIIMBAIOIIEH
HOPMAaJIbHYIO (DYHKIIMIO T€Ha; €CIIM K€ aMIUIU(DUIIMPYyEeTCs MyTaHTHBIA ajuielb, TO B
pe3yJiibTaTe CWJIBLHOTO TMaJIeHUsI TPUCTIOCOOJEHHOCTH JIAaHHBIA OPraHU3M (XpoMocoMa)
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¢ 00JbIIeH BEPOATHOCTBHIO dIUMUHUPYETCS 0TOOpoM. Takum oOpa3oM, Bo3pacTaHue
JTUCTIEPCUM YHCJIa CiIa00-BPEIHBIX MyTalluii B MOMYJANUSIX OECIOIbIX JWHUN
yBenuunBaeT 3¢ dekTuBHOCTH oTOOpa (Ohta, 1988) m MoOXeT ocTaHABIWUBATH
HakorieHue Bpeaabix mytanuii (Charlesworth, 2003; [Tonagsua, MamupoBsa, 2004).

[IpoucxoxaeHne BCEX OTUX MEXAaHU3MOB HE MOXKET OBITh CBSI3aHO C
OCTAaHOBKOM HAKOIUICHUS CJa00-BpeAHBIX MYyTalMil H3-3a JIOJITOCPOYHOCTH HX
addekra, oHaKo TOT (GaKT YTO OOJIBITUHCTBO APEBHUX OCCIOJIBIX TUHUN UMEIOT 3TH
MEXaHU3MbI CBUJICTEJILCTBYET O MPOIIeAnieM oToope (BIMEPIIU BCe OECIIONbIC BUIBI,
He nuMmeronre 3P PeKTUBHbIE MEXaHU3MBbI 3AIUTHI OT HAKOTUICHUS BPEHBIX MYTAaIlil)
U TOBOPUT O BAXKHOCTH HHU3KOTO TeMmna (QUKCAIMM HOBBIX MyTalUud ISt
CYILIECTBOBAHUS IPEBHUX OECIIOBIX JIMHUM.

Hano otrmeTuTh, 4TO XOTS BONPOC O HAKOIUIEHUM BPEOHBIX MYyTalHUil B
MUTOXOHJpHATbHOM TeHomMe u Y xpomocome (Gerrard, Filatov, 2005) ocraércs
OTKPBITHIM, MOJIOJIbIe_HepekoMOuHupyromue ydactku JJHK, nemoHncTpupytot sBHbIC
MpU3HAKKU Jierpananvu. Tak, mpu oO0pa30oBaHUH OKOJO JABYX MUJUIMOHOB JIET Ha3al
Heo-Y xpoMocombl Drosophila miranda  nyTéMm ciausiHAA ayTOCOMBI € Y
XPOMOCOMOHM, “ayTOCOMHBIE” TE€HBI CTaJld HACIEIOBAaThCS BMECTE C T€HaMH Y
XPOMOCOMBI, T.€. “Oecnoyio”, 1 Heo-Y XpoMOcOoMa Hadajla TEPSITh (PyHKUHUOHAIbHBIC
reHbl M HakamjuBaTh ciabo-Bpenubie mytanuu (Bachtrog, Charlesworth, 2002).
AHAJIOTUYHO, TIPOIECC HAKOIUICHWS BPEAHBIX MyTaluid ObUl OOHApY>XEeH B
HECKOJIbKUX BHJaX HdHAocuMOuoTudyeckux (Moran, 1996) u mnapa3uTUyecKux
(Andersson et al., 1998) oOakrepuit (Wernegreen, 2002), KOTOpble B CBS3H C
BHYTPUKJIETOYHBIM 00pa3oM JKM3HHU, TaK >K€ KaKk W MHUTOXOHJIPUH, HMEIOT
[IUTOIIA3MaTUYECKOE MAaTEPUHCKOE HacleoBaHue M HeOoJabmon 3(h(EeKTUBHBIN
pa3Mep NOMyJISLMU BHYTPHU KIETKH.

3.2.1 CpaBHeHHE CHWJIbl QUHWINAIONIETO0 OTOOpa B TeHaX MHUTOXOHJIPUU U O-
nporeobakTepuii. Bo3uukaer Bompoc — HACKOIbKO 3(P(HEKTUBHO ONHUCAHHBIC BHIIIIE
MEXaHU3Mbl, YBEIMYUBAIOUIUE JIUCIIEPCUIO YMCIIA BPEIHBIX MYTallMil B MOITYJISLIMIX
OecToNbIX TUHUHN, pa00TAOT MPOTUB HAKOIJICHUS BPEIHBIX My TaITHil?

JInst BbIICHEHUSI OCOOEHHOCTEN HBOIIOLMH HEPEKOMOMHHUPYIOIMINX YYaCTKOB
JIHK y106HO cpaBHUBAaTH TOMOJIOTUYHBIE YYACTKU, KOTOPBIE B CUIIY OIMpPEAEIEHHBIX
MPUYUH B OJHUX OpraHU3Max IOJBEPraroTcsi TOMOJOTUYHONW PEKOMOWHAIIMHU, a B
IPYTUX HE MojBeprarorcs. MaealbHBIMU C 3TONM TOYKH 3PEHUS SIBJISIOTCS TCHBI
OKUCIUTENBHOrO  (ochOpUIMpOBaHUs, KOJIUPYIOIIUE OEIKOBBIE  KOMILJIEKCHI
(xomruiekc | — komruieke V) npIxatenbHOM 1enH - Yy MPOKAPUOT OHU MOJBEPTatoTCs
IreHEeTUYECKOM PEeKOMOMHAIIMU, @ B MUTOXOHJIPUSAX MIICKOMMUTAIOMIMX - KJIOHAJIbHBI.
[TockonbKy cBOOOAHOXKMBYILIME OakTepuu (KOTOPHIX OOJBIIMHCTBO CPEAd BCEX
aHAM3UPYEMbIX HaMH O-TIPOTE00AKTEpH) CHOCOOHBI K OOMEHY TI'€HETHYECKUM
MaTepHaioM, Mbl @ priori HE 0XKHUJIA€M YBHUJIETb Y HUX HAKOIUICHHE CIIa00-BPETHBIX
MyTtanuid. Huke MbI cpaBHHUBaeM in silico TEHBI-OPTOJIOTH JIbIXaTCIBHOW IICTIH
MIPOKAPUOT U MUTOXOHIPUNA MIIEKOTMUTAIOIIHX.

Meromuka. Ha  maHHBIE ~ MOMEHT  OTcekBeHHUpoBaHo  Oomee 100
MUTOXOHJPHATEHBIX TCHOMOB MJICKOTIUTAIOIINX U O0JIee ABAIATH MTOJHBIX TCHOMOB
a-mpoTeobakTepuii. Kaxaplii  MHTOXOHIPUANBHBIA TEHOM  MIICKOIHUTAFOIINX
COJICPKUT 13 TPOTEHH-KOAUPYIONIUX T€HOB, ceMb U3 KoTopeix (ND1, ND2, ND3,
ND4, ND4L, ND5, ND6) koaupytoT cyObeAMHUIIBI KOMIUIEKca | AbIXaTenbHON 1enu
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(NADH: youxunon-okcuaopeaykrasza), onut (CYTB) — cyOoweaunuity komruiekca 11
npixaTenbHOM 1enu (yOouxuHoH: mutoxpom C — okcumopenykrasza), tpu (COXI,
COX2, COX3) - cyOowequnuiel komiuiekca [V mpixarenbHoit nemu (muroxpom C —
okcupaaza) u asa (ATP6, ATP8) - cyObenuHuilbl KoMiiekca V JbIXaTeIbHOM Ienn
(AT®aza). Jlng 11 u3 stux 13 renoB (Bce kpome ND6 m ATPS) Obutm HaiineHb
OpPTOJIOTH CpeIHu BCeX O-IpoTeoOakTepuil ¢ mnomolbio nporpammel p-BLAST
(Altschul et al., 1997) kak AByHampaBiieHHbIC JIyYIIIHE COBIIAJICHUS MEXKIY TpeMs
renomamu (Tatusov et al, 1997). benku-oprosorn o-mpoTeodaKTEpUl U
MUTOXOHJpHM ObUTH BbIpaBHEHBI ¢ nomolbio nporpaMmmbsl CLUSTEL.X (Thompson
et al., 1994). Ha ocHOBe BBIPABHEHHBIX AaMUHOKHCJIOTHBIX MOCIEAOBATEIbHOCTEH
ObUIM TOJY4YeHBbl BBIPABHUBAHMS COOTBETCTBYIOHIMX TociienoBaTenbHocTerd JIHK.
Jlaniee Bce TeHbl, KOAUPYIOUIME CYObEIMHULIBI OJTHOTO U TOTO € KOMILIEKca, OblIn
CIIMTHI B OJHY MOCIEI0BATEIbHOCTh, B PE3YJbTAaT€ YEro IMOJIYyYUIIOCh YEThIPE
nocaenoBatenbHocTH Ui Kaxaoro Bujaa (I = NDI1+ND2+ND3+ND4L+ND4+NDS5;
M=CYTB; IV=COX1+COX2+COX3; V=ATP6).

B npenenax rpynmbel o-0OpoTeo0aKkTepuil W I OTACNIBHBIX OTPSAOB
MJICKOMUTAIONIMUX OBLIN MOJYYEHBI BCE BO3MOXKHBIEC MApHbIE KOMOUHAIIUU BUJIOB (TO

CCTb U3 N BHAOB II0JYYAaCTCA z(n”—jz)!pammx COYETAaHUU 1O JABa BI/IILa). Honaraﬂ, qTo

HYKJICOTHJIHBIE  3aMElIeHHs, Beaymue K 3ameHe amuHokuciaor (AN -
HECHMHOHUMUYHBIC 3aMeIleHus1) 0oJiee BPEAHbBI, YeM HYKICOTHIHBIC 3aMEIICHUs, HE
BEylIMEe K 3aMeHe aMHUHOKHCIOT (dS - CHHOHMMUYHBIC 3aMeElIeHUs), MEepoi
OUYMIIAIOIIET0 0TOOpPA Mbl CYUTAEM OTHOIIICHHUE YKCJIa HECHHOHUMUYHBIX MyTallui K
gucity cMHOHMMHYHBIX (dN/dS), HakomumBImMIXCS ¢ MOMEHTa JWBEPTEHIIUN
nocnenoBarenbHocTelt JIHK cpaBHuBaembix BunoB. C momoripio mporpammel codeml
naketa PAML (Yang, 1997) nns xaxmaoil mapel BujoB Obul mojcuutan dN/dS wu
mHa JaepeBa. [lpyu aHanuse pe3ysnbTaToB HUCIHOJIB30BAIMCH TONBKO T€ Maphbl BUAOB,
CTENEeHb JWBEPIeHIMM KOTOPBHIX HE MpEBbIIaia 7, MOCKOJbKY HMEHHO B 3TOM
vana3oHe YMECTUJIOCh OOJBIIMHCTBO map BuioB. Cpennue 3HadeHust dN/dS nmns

KaXKI0ro KOMILUICKCA IMPCACTAaBJICHBI Ha PUC. 4.
Pucynox 4. Cpennue 3Hauenus dN/dS 11 o-mporeoOakTepuil M OCHOBHBIX  OTPSJIOB
MJIGKOMUTAOMMX Uit 4-€X KOMIUIEKCOB JbIXaTeldbHON 1enmu. OTpsiIbl  MIICKOTHTAONINX

pacroJiararotTcsi Ha ocu X CIipaBa HaJeBO B MOpsake yMeHbieHus ux dN/dS.
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U3 rpaduka BunHo, 4to dN/dS MUTOXOHIPUATHHBIX TEHOB B CPETHEM MEHbIIIE
dN/dS OakTepuanbHbIX TEHOB HJisi BCEX YETHIPEX KOMILIEKCOB (MCIOJB3YsI TECT
VYUIKOKCOHA, MBI CpaBHIIIN pactpenenenne BennunH dN/dS Gakrepwuii Ay Kaxmao0ro
KOMITJIEKCA C COOTBETCTBYIOITUMU JAHHBIMH JIJISI K&KIOTO OTPsIa MICKOTMUTAIONTUX -
JUIIH B CIIy4ae TSATOTO KOMIUIEKCAa KHTOOOpAs3HBIX, a TaKKe TEPBOTO W ISTOTO
KOMIIJIEKCOB MTPUMATOB, Mbl HE CMOTJIM OTBEPTHYTh HYJICBYIO THUIIOTE3Y O PAaBEHCTBE
MEJMaH JBYX CpPaBHUBAaE€MBbIX BBIOOPOK). BakHO OTMETHTH, YTO yHajicHUE U3 O-
npoTeo0aKkTepuil BceX MpeACcTaBUTENEH OOJUIaTHO Napa3UTUYECKOH TPpYyMIbI
PUKKETCUEBBIX,  XapaKTEPU3YIOLIUMXCS  MOBBIIIEHHbIMU  3HaueHusamu  dN/dS
(Andersson et al., 1998), kauecTBeHHO HE TOBIUSIO Ha Pe3yabTaThl. Takum oOpazom,
MOXHO YTBepkaearb, uTo dN/dS CBOOOJHOXKMBYIIUX O-MTPOTEOOAKTEPUN OOJIbIIIE
yeM dN/dS muToXoHIpuil MiIleKONMUTAIOMMX. Tak KaKk CBOOOJHOXXHUBYIIHUE OaKTEPUH
CIIOCOOHBI K OOMEHY T€HETHMYECKHM MAaTepuajoM, Mbl HE OKHUJAeM YBHUJIETh y HHUX
HaKoIJIeHHue ciabo-BpeaHbix MyTarui. bonee wuskue 3Hauenus dN/AS reHoB
MUTOXOHJPHUA CBUJIETEIBCTBYIOT, YTO B MHUTOXOHIPHUAIBHBIX T€HOMAaX TaKXKe HE
MIPOUCXOJUT HAKOIUICHUS BPEAHBIX MYTAIMiA. DTOT BBIBOJ MPOTUBOPEUYHUT padboTaM
Jlmaua (Lynch, 1996; Lynch, 1997; Lynch, Blanchard, 1998), B koTopbix Obuia
MoKa3zaHa Jerpajaruss MUTOXOHIPUATBHBIX TeHOMOB. OHAKO, B CBSI3U C MEHBIITUM
KOJIMYECTBOM MOCJIEA0BATEILHOCTEH B T'€eHETHUUYECKHX Oa3ax MaHHBIX B 1996-1998
rojax, JIMHY cpaBHUBAJ HE OPTOJOTHYHBIC TCHBI, KaK B Hamied paboTe, a MpOCTO
Clly4ailHy10 BbIOOPKY T€HOB U3 MUTOXOHJAPUIN U OAKTEPHil.

[ToBbimennbie  3HaueHuss  dN/dS  Oakrepuil, 1O  CpaBHEHHIO  C
MJICKOMUTAIOUUMU ~ MOTYT OBITh OOYCIJIOBJCHBI CIEAYIOUIMMHU SBOJIIOLIUOHHBIMU
dakTopamMu OTPUIIATEILHO KOPPEIUPYIOUIUMHU C TEMIIOM MOJEKYJSIPHON 3BOJIOLUU
resoB (dD/dS): (1) 3HaummocTh JaHHOrOo Oeinka (HA CKOJIBKO — ymajér
MPUCTIOCOOJICHHOCTh OpraHu3Ma, €ClId JKCIPECCUSl JTaHHOTO TEeHa MPEKPaTHTCS)
(Hirsh, Fraser, 2001); (2) ypoBens skcupeccuu manHoro oOenka (Pal, Papp, Hurst
2001a); (3) KOAMYECTBO MPOTEUH-NIPOTEMHOBBIX B3aUMOJIECHCTBUI, B KOTOpbIE
BoBJIIcuéH naHHbIi 0enok (Fraser, Wall, Hirsh, 2003).

3.2.2. Cuyia ouMIiaronero 0Toopa B reHax MUTOXOHAPUM MileKonuTaromux. B
4éM TpUYMHA CWIBHBIX pasznuuuii 3HadeHnid dN/AS MUTOXOHApPHUATBHBIX TEHOB
MEXAY pa3HbIMH OTpsSAaMH MiekonuTaromux (puc. 4)? Jlusg oTBera Ha JTaHHBIN
Bompoc il Kaxaoro u3 109 wmuekonurarommx Mbl ‘ctumii’ Bce ero 13
MUTOXOHAPHUANIBHBIX TeHOB BMmecrte. [Jlanmee, omenuB dN/dS kaxnoil BeTBH
(UIOreHeTHYECKOT0 JIepeBa C MOMOIIBIO Mporpammbl codeml, Mbl OJIYYHIIA OLEHKY
CWJIbl OYHMIIAIOLIETO OTOOpa I KaXKJIOTO BHUJA MIIEKOMUTAIOLIEr0 Kak 3HAaYeHue
dN/dS BHemiHel BeTBH, Belyllel K qaHHOMY BUy. 151 0ObsICHEHUS! N3MEHUYHMBOCTH
CWJIbl OYHMILAIOLIET0 OTOOpa BHYTPH MIICKOMMTAIOMIMX MbI JOMYCTHIM BEAyIlEe
Brnusinue Ha dN/dS addexTuBHOI unciaeHHOCTH (Ne) MOMyNISIUN MIIEKOUTAIOIINX
(teopust HeirtpasnibHOcTH: Kumypa 1983). Ilockonbky 3nauenuss Ne nis 109 Bumos
HEU3BECTHBI (HET JAHHBIX MO HEUTPAIBHOMY HYKJICOTHIHOMY HOIUMOPPU3MY), a
MPUOIU3UTEIBHBIE OIEHKH COBPEMEHHOW YHCICHHOCTH TOIYJISIIINI, BO-TIEPBBIX, HE
TOYHBI, 4, BO-BTOPHIX, HE OTPAXKAIOT TOW UYMCICHHOCTH TOMYJIAIMH, KOTOpasi ObLIa
paHee, TO MBI BOCIOJB30BAIMCH XOPOIIO W3BECTHBHIM B OSKOJOTHH IPABUIOM
sHepreTudeckoi skBuBajieHTHOCcTU (Damuth, 1981; 1987): minoTHOCTh MOMyJSLIMA
miekonuTaromux N (cpenHee uuciao oco0ed Ha  eAMHUIYY HMCHOJb3yeMOM
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TEPPUTOPHH) yOBIBaET MPOIMOPIMOHANLHO Macce Tena W B crenenu -0.75, TO ecThb
N~Ww™*”, TakuMm o00pa3oM, 4eM KpyIHEe 3BEPb, TEM MCHBIIE IIOTHOCTh €T0
MOMYJISIUY M, CIIEAOBATEIBHO (IIPH CXOAHOM pa3Mepe apeanoB), TEM MEHbIIE 001mas
YUCJIIEHHOCTh. Macca Tesa B3pocioil 0coOM KaXKJ0ro BHJA SBIIAETCS XOPOLIO
M3BECTHBIM W Hambonee ToyHO orneHuBaembiM mapamerpom (Felisa et al., 2003).
bonee Toro, oxkumaercs, 4TO MMEHHO Macca Tena, Ojarojapsi CBOEH CBS3U C
IUIOTHOCTHIO TOMYJISIIMK, JIYYIllE BCETO KOPpEIHpyeT co cpemHeil s dexTuBHON
YHCIEHHOCTHIO B IBOJIOLMOHHONW MCTOPHH KaKAoro Buaa. [locTpowB 3aBHCHUMOCTH
3HaueHud dN/dS ot maccel Tena 109 BHUIOB MIIEKONMUTAIOMIMX, MbI MOJYYHINA
3HAYUMYIO TIOJIOKUTEIBHYIO PEerpeccHio: 4em Ooubllie Macca Tena (TeM MCEHbIIe
YHCICHHOCTh MOMYJISIMN) TeM OOJBIIEe CKOPOCTh HAKOIUICHHS HECHHOHUMHYHBIX
MYTallii, OTHOCUTEIbHO CHHOHUMHUYHBIX (pHC. 5).

Pucynok 5. 3aBucumocts dN/dS ot maccsl Tena (InW) muekonuraronux. O6mast perpeccus dn/ds
or maccsl tema (LnW) mmst Beex muexomutarommx (y=0.0017-x+0.029, R*=0.1330, p=0.0001)
oOpa3yercsa 3a cuér Oosee KpyThIX perpeccuii BHyTpH oTpsgoB Carnivora (y=0.0098-x-0.0593,
R?=0.5189, p=0.0124), Insectivora (y=0.0083-x+-0.0059, R’=0.5793, p=0.0566) u Primates
(y=0.007-x+0.0028, R?=0.2665, p=0.0588), a Takxke 3a cuér pasHulbl cpeaHux dn/ds mexmy
OCTaJIbHBIMHU OTPSIJIAMH C Pa3IMYAIOIICCs CpeHEN MACCOil Tena.
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JlanpHeHIMi aHaIM3 JAHHOM PErpeccHud INOKa3all, YTO OHAa HE MOXKET
OOBSCHATHCS HI OCOOCHHOCTSAMHM TOMOJIOTHH epeBa (cBsa3b dN/AS ¢ nnmuHoi BeTBU 1
CBS3b JIIMHBI BETBM C MAacCcoil Tela MIICKONMTAIONINX), HHU HAKOIJICHUEM
COMATHYECKUX MYTallMid y KPYIHBIX, JOJTO JKMBYIIUX MIICKONHUTAIOIINX, HU
HAaKOIJICHUEM  OJIarOMPUATHBIX ~ HECHHOHMMHYHBIX ~ MyTalluidi Yy  KPYIHBIX
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MJIEKONUTAOmMuUX. Takum  oOpa3om, perpeccus dN/dS ot wmaccer  Tena
CBHUJICTCIILCTBYET O MeHee AS(PQPEeKTUBHOM OYHIIAIONIEM OTOOpPE B IMOIMYJISIIHIX
KPYIHBIX  MJICKOTIMTAIONIMX C HU3KOW dA()PEKTUBHONW YHCICHHOCTHIO, YTO
MOATBEPKIAAeT A(H(PEKTUBHO-HEUTPAIBHYIO TEOPUIO MOJIEKYJISIPHOM  DBOJIIOIIHH.
Cnabo-BpeqHbie  MyTallid, OIAMHUHUPYIOIIAECS B TOMYJISIUSX — MEJKHX
MJICKOITUTAIONINX C BBICOKOM D(M(OEKTUBHON YHCICHHOCTHIO, HAKAITUBAIOTCS B
MOMYJISAIUSAX KPYIMHBIX MJICKONMUTAIONIUX ¢ HHU3KOH A((OEKTUBHON YHCICHHOCTBIO,
MOCKOJIbKY B TOCIIEIHUX OHM CTAHOBATCS S(PQPEKTUBHO-HEUTpaIbHBIMH (C

ko3 dunmentTaMmu  ordéOpa |s|£NL). Ecmu  mpenmnonoxutb, 4to 3¢ ¢deKTUBHAS
e

YHCIICHHOCTh MHTOXOHJPHATBHEIX T'€HOB MICKONHTAIONMX Komebiercs or 10’
(ycatble kuTbl) 10 10° (CpbI3yHBI), TO HaGmIOgaeMast Hamu perpeccus dN/AS ot mMaccel
Tesa, JOJKHA ObITh 00YCIIOBJIEHA CIIa00-BpEIHBIMU MYTAIlUsIMU C KO3PPUIIMEHTaMU
ortbopa 10 ° < |s| < 10 ~*. Tlpu stoMm, cpenHuii kOo3hOHUUKEHT OTOOpPa MyTalWi,

HAKOIJICHHBIX B KPYMHBIX BHJIAX JOJKEH OBITH OOJbINE cpemHero kKoddhuimeHrta
orbopa MyTalMi, HAKOIUICHHBIX B MEJKUX BHAax. JJg mnOpoBepku 3TOro
MIPENO0JIOKEHUS MbI IPOBEJIU CIETYIOINNA aHAIU3.

[Tonw3ysaces mporpammoii codeml makera PAML (Yang, 1997), mbl noacuurtanu
CTENEeHb KOHCEpBAaTU3Ma KaXXJ0ro caita Ay BceX 13 mpoTerH KOAUPYIOIIUX T'eHOB.

dn o
OueHky s JUIL KaXJO0ro canta IPOTEUH-KOAUPYIOUIUX I'€HOB, MBI IOJYYUIA HA

OCHOBE MHOXECTBEHHOT'O BBIPABHUBAaHUS IeHOB 99 BHIOB MIIEKONMMUTAIOMIMX (CrO1a
He ObUIA BKJIFOUEHBI CyMYaThle, MOCKOJIbKY OHU OTIMYAIOTCS MOHUKEHHBIM YPOBHEM
MeTabosM3Ma, B CBSA3M C Y€M, MOTYT MMEThb JIPYTHe HBOJIIOIMOHHBIC OTPAaHUYCHUS
(dn/ds) reHOB ABIXaTENBHOW IIETMH) MpEIoyaras OJWHAKOBble 3HaueHus dn/ds B
BETBAX (PHIIOTEHETHYECKOro JepeBa, HO pa3Hble 3HaueHus dn/ds mexnay caiitamu. B
pe3yibTare, s Kaxjaoro u3 13 reHoB, Mbl MOJYYWIM TPU JUCKPETHBIX Kiacca
caiiToB ¢ pa3HbiMu 3HaueHusMu dn/ds: caiiTel kimacca 1 sBisiroTcs HamOolee
KOHCEpBATUBHBIMU U MMEIOT dn/ds, OnM3Koe K HYINIO; CaWThl Kiacca 3 HauMEHee
KOHCepBaTMBHBI M HX dn/ds Ommke K enuHuIle; calThl Kjacca 2 00JagaroT
MPOMEXKYTOUHbIMUA BenuuruHaMu dn/ds. [lamee, Mbl NpoaHaTIU3UPOBAIA MNPUPOTY
AMUHOKHUCJIOTHBIX 3aM€H, HAKAIUIMBAEMbIX B MOMYJIALUSAX KPYHHBIX BHIOB C HU3KOU
Ne. 1151 3TOTO, MBI, YYUTHIBAIM HECUHOHUMHUYHbBIE 3aMEILICHUS, TPOU30LIEAIINE Ha
BHEILIHEW BETBU [IEPEBA, TO €CTh TE€ HECHMHOHHMHUYHBIE 3aMEIICHUS, KOTOPBIMU
OTJINYAETCSl  MOCJENOBATEIBHOCTh ~ COBPEMEHHOIO  MJICKONMTAIOLIETO  OT
BOCCTAHOBJICHHOM o METOY MaKCUMAaJIbHOTO paBAONOA00uUs
MOCJICIOBATENBHOCTH €r0 Ipeaka. B pesynbrare, KaxKabli COBPEMEHHBIM BUJ
MJICKOTTUTAIONUX, ObUT OXapakTEepH30BaH HAOOPOM HECHHOHUMUYHBIX 3aMEIICHU,
MPOM3OIIEAIINX B CalTax C H3BECTHBIM ypoBHeM KoHcepBaTusma (dn/ds). Bce
AMUHOKHUCJIOTHBIC 3aMEIICHUS, HAKOIUICHHBIE pPa3HbIMH BHJIAMH, MbI MOJEIWIN Ha
paaviKaIbHbIE U KOHCEPBATUBHBIC, B COOTBETCTBUU ¢ Kiaccudukarueit 3anra (Zhang
2000), koTOpbIii Ha OCHOBE 3apsja U pa3Mepa aMUHOKUCIOT pa3Jeinil UX Ha IIeCTh
rpynn (cnenuansHas rpynmna: C; HedTpanbHble W Manenbkue: A, G, P, S, T;
MOJISIPHBIE U OTHOCUTENIbHO MaieHbkue: N, D, Q, E; moysipHble U1 OTHOCUTEIBHO
oonpmne: R, H, K; nemonsipusie u oTHocutenbHO MaieHbkue: I, L, M, V;
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HEMOJISIPHBIE U OTHOcUTENbHO Oombimue: F, W, Y) u paauxkanbHbIM OmpenenuI
MEXTPYIIIOBOE 3aMEIICHHUEe, TOT/Aa KaK KOHCEPBATUBHBIM — BHYTPUTPYIIIOBOE.
[TockonbKy paguKaabHBIC 3aMEIICHUS a priory NOJDKHBI UIMETh Ooybimnid 3G (HeKT Ha
MIPUCIIOCOOJICHHOCTh, HEXKEIU KOHCEPBATUBHBIC, OTHOIICHUE YHCIA PaTUKATbHBIX
3aMelneHnii K yucity koHcepBaTuBHBIX (R/C) roBoput o cumne orbopa. [logcunrtan
cootHomienne R/C gns 99 mnnaneHTapHbIX BUAOB, Mbl MOJYYWIM 3HAYUMYIO
MOJIOKUTENIbHYIO PErpeccCUui0 C MAacCoM Tejla: MEJIKUE BHUAbl MIIEKOMUTAIOIIHNX
XapaKTepU3YyIOTCs MPEUMYIIECTBEHHBIM HAKOIJIECHUEM KOHCEPBATUBHBIX 3aMElICHUM
(R/C<1), Torma xak KpyrnHble UMEIOT OOJibllie paauKadbHbIX 3amenieHui (R/C>1).
[Ipuuém panHas kKoppessuus oOycCOBJIEHa B OCHOBHOM callTaMu MEpPBOTO Kiacca
(manbonee woucepBatuBHbIMHU): R/C=0.055-LnW+0.18, R=0.36, p<0.001. Taxum
o0pa3oM, MBI JIOKa3aJH, YTO B KOHCEPBATUBHBIX CalTaX KPYITHBIX MJICKOITUTAIOIINX
HaKaIIMBalOTCA Oojee BpEIHbIE aMUHOKUCIOTHBIE 3aMEIICHUS, HEXKEIU Y MEIKHUX
MJIEKOITUTAIOLIUX.

Emé oaHMM KOCBEHHBIM MOATBEPKIACHUEM TOTO, UYTO MOYTH HEUTpaJIbHAS
MOJIEKYJIIpHAsi 3BOJIIOLMS XOPOIIO OINHCHIBAET 3BOJIIOIUI0 MHUTOXOHAPUATIBHBIX
reHoB siBusieTcss cBsizb dAN/AS ¢ BEpOATHOCTHIO BBIMUpPAHMS, M COOTBETCTBEHHO
BKJIIOUeHUs B KpacHyto KHUTY, a HIMEHHO - IIPU OJIHOM U TOM K€ Macce Tejia Te BUbI,
KoTopble umeroT Oosbiiee dN/dS uMeroT OONBINYH0 BEPOSTHOCTH MPUCYTCTBUS B
Kpacnoit kuure (p<0.05). C mo3unmu HEUTPaTbHOCTH 3TOT (HaKT OOBICHSIETCS
CJIEIYIONUM 00pa3oM: BCE KPAaCHO-KHIDKHBIE BHUJBI JOCTATOYHO MAJOYUCICHHBI
(OMHUM W3 TMYHKTOB BHECEHHUS BHJIa B KPACHYIO KHUTY SIBJISIETCS €ro Majas
YHCJIICHHOCTh), B CBS3U C YE€M JaXe y MEJKHX MIICKOMHUTAIONINX, BKIIOUEHHBIX B
KpacHYIO0 KHUTY, HaKarummBaeTcsi 0oJbIe 3(h(HEKTUBHO-HEUTPATBHBIX MYTAaIlWid, YeM
y Menkux, He Bxoasmmx B KpacHyro kuury. [Ipyrumu cioBamu, 3HadeHue dN/dS
KaXI0ro BHjga camo 1o cede Hecét B cebe umHpopMmaiuio 00 3¢pdekTuBHON
YUCJIICHHOCTH TMonynanuu, 0e3 cBaA3u ¢ Maccod. Bo3moxkno, cBs3p  dN/dS
MUTOXOHJPHABHBIX TEHOB ¢ A(()EKTUBHONH YHCICHHOCTHIO TOIMYJSIITAA MOKET
MOCTYKUTh YOOHBIM U TOYHBIM CIIOCOOOM OTMpeeSIeHUs] HEOOXOAUMOCTH OXPaHATh
TOT WJIM UHOU BU/I.

BbIBO/IbI

1. Ha ocHOBe aHanM3a JTUTEPATYPHBIX JTaHHBIX MOKa3aHO, YTO OCHOBHOW BKJaJ B
MYTHUPOBAaHHE OPraHU3MOB U3 TOJIOBBIX MOMYJSIUNA BHOCAT TaMETOTE€HE3
caMIlOB, MyTareHHble  S()QPEKThl TOMOJIOTMYHONW  pEeKOMOWHAIMM U
TPAHCTIO3UIUSI MOOMIIBHBIX TE€HETUYECKUX dJIeMEHTOB. CIeJICTBHEM 3TOTO
SBJISIETCA CYIIECTBEHHO NOHWXEHHbIM (B 5-30 pa3) temn MyTHpOBaHUS
O0ecionbix #  (aKyJIbTaTUBHO-TIOJNIOBBIX OPTaHW3MOB, II0 CPaBHEHUIO C
00JTUTaTHO-TIOJIOBBIMH.

2. OueHka mapamMeTpoB paclpeeieHuid ci1abo-BpeIHbIX MYTallMil B MOJOBBIX U
OecroJIbIX MOMYJISAIUAX MO3BOIMWIA CHOPMYIUPOBATH TUTIOTE3Y ‘‘TIOJIBUKHOTO
MYTallUOHHO-CEJIEKTUBHOTO PABHOBECHUS , OOBSCHSIONIYIO MPOUCXOXKICHUE
BBICOKO-TIPUCIIOCOOJIEHHBIX M, CJIEI0OBATEIbHO, JOJTOXKUBYIIUX OECIHOJBIX
BUJIOB OT (DaKyJIbTaTUBHO-IIOJIOBBIX MPEIKOB.



24

3. Iloka3aHo, 4TO OOJILITMHCTBO MOJOJIBIX OCCIIOJBIX JIMHUM, TaKUX Kak Heo-Y
XpOMOCOMa H DJHJIOCUMOMOTHYECKHE OaKTepUHM IEMOHCTPUPYIOT NPU3HAKU
HAKOIUJIEHUSI CJa00-BpEJHBIX MyTalWi, TOTrJa Kak sl JPEBHUX OECHOJIBIX
JUHUA XapaKTepeH MOHMKEHHBIM TeMn (HUKcaruu caabo-BpeIHBIX MyTaIui,
00yCIIOBJICHHBII MHTEHCUBHOM T'€HHOW KOHBEPCHEW U TOMOTIIIa3MHEH.

4. CpaBHUTEIBHO-T€HOMHBIN aHanu3 MUTOXOHAPUATILHBIX T€HOB
MJIEKONUTAIOIMX W O-IpoTeoOakTepuit  mokazan  3()PEeKTUBHOCTH
OUMLIAIOLIET0 OTOOpa B MHTOXOHJPHUANbHBIX TI€HaX, 4YTO OIpPOBEPraer
MOJIOKEHUE O HAKOIUIEHUWHU CJIa00-BPEIHBIX MYTAlM B MUTOXOHAPUATIBHBIX
IF€HOMAaX MJIEKONUTAIOIIUX.

5. MONEKyJIApHas 3BOJIIOLUS MHUTOXOHJPHAIBHBIX I€HOB XOPOIIO OINHCHIBACTCS
3¢ (EeKTUBHO-HEUTPAIIBHON TEOpPUEN, O YEeM CBHUJETENbCTBYIOT PE3YJIbTAThI
CPABHUTEJIIBHO-TEHOMHOI'O ~ aHAJIM3a MUTOXOHAPHUA MIIEKONUTAIOIMUX, a
UMEHHO:

® TEMIl HAKOIUIEHUS HECHHOHMMHYHBIX 3aMEIICHU OTHOCUTEIBHO
cMHOHUMUYHBIX (AN/dS) BbIIIe y KpyHTHBIX MIEKONUTAIOIINX,

® OTHOIIEHUE YHCJIA PAJUKAIBHBIX K KOHCEPBATUBHBIM aMUHOKHUCIOTHBIM
3aMEILEHUSM BBIIIE Y KPYITHBIX MJICKOIIUTAOIIHNX,

e 3HaueHus dN/dS TONOXUTENEHO KOPPENIHUPYIOT C BEPOSTHOCTHIO
BBIMUPaHUS MIIEKOITUTAIOLIUX.
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