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CHCTeMHO H3J/I0JKeHa pOJib eCTEeCTBEHHOr0 0TOOpa B OHOJIOTHUECKOH 3BOJIOLMH, OTpaKaiollas co-
BpeMeHHble Ouosioruueckre KoHuenuuu. [lpensoxeH u paspaboTaH HOBBIH MOAXOA K TEOPETHUECKOMY
0000ILIEHUI0 U MaTeMaTUYeCKOMY OIMCAHHUI0O 3TOH KJoueBOH mNpobseMbl OUOJIOTHH, OCHOBAaHHBIM Ha
NPeNCTaBIEHUAX O (PU3NUECKOM SIBJIEHHH «IIPOTeKaHHsI». EcTeCTBEeHHBIH 0TOOP ONTHMAaJbHEIX BaPHAHTOB
B 3BOJIIOLLUOHHOM MOTOKe MYyTallU#l pacCMOTPEH B KauecTBe MEPKONSLUOHHOIO (PUABTPAa — (PU3UUECKOTO
HHCTPYMEHTa, COCTaBJSIONIEr0 MeXaHU3M oT6opa. Mopesnb ocHOBaHa Ha MPeNCTaBJEHHSIX O CaMoopra-
HU3alUK B HepapxXHUuecKUX CTPYKTypax BHI00OpPa30BaHHs, Te TPUITEPHble CBOHUCTBa siueiku (y3Jja)
KaK BEHTUJIS OINpelesdioT AeTEPMUHUPOBAHHYIO KOMIIOHEHTY 3aKpeIJleHHs HOBBIX MyTalMH, a apeld
onpezessieT KOJMJIEKTHBHOE TOBeJleHHe Y3J0B U CBsA3el (MyTalHMil) NepKOJSILIMOHHON pelleTKH, BHOCsIIee
3JIEMEHT CJY4YaHHOCTH B MpoOLecC 3aKpellJleHHs HOBBIX MYTalWid B TOTOKax Myrtauuid. B pesysnbrate
pPacCMOTPeHHs1 Pa3/JIUYHBIX 3HAuUeHUH KO3(PPULHEeHTOB oTOOpa M ApeHda, a TakkKe COOTHOLIEHHS
3anpellamiuxX 1 paspellaloliuX MyTalUUd TOJNyueHbl PeKUMbl 3aKpelJeHUss MyTalWd B MOKOJEHHSX
Ha TIOMYJISILHOHHOM YpPOBHe.

KoueBble csioBa: ecTecTBeHHBIH 0TOOp, caMoopraHusauus, (QayKTyauuu, OUypKaUuH, NepKOJSLHUH,

3amnpellaole U paspellaliie MyTalUH.
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BBEJEHHWE

Onna ©3 KJIOUEBbIX MpPOOJEM TEOPUHM €eCTEeCTBEH-
HOro oTOOpa, pasBHBaeMasl B HacTosiled padoTe,
aJleKBaTHOE COMpsi2KeHHe KaueCTBEHHBIX MPeACTaBJIeHUH
0 NYTAX €CTEeCTBEHHOro 0TOOpa M HUX KOJMYEeCTBEHHBIX
XapaKTepUCTHK B MpEACTaBJeHHAX (DU3NYECKHX sIBJe-
HUH MEepPKOJISILUH U aKTHBHBIX CPEJ.

EctecTBeHHBIH 0TOOP B MpOIleCCe IBOMIOLUMH KHU3HU
Ha 3emse — ocobas ¢opMa KOrepeHTHOro IMOBeAEHHS
3JIEMEHTOB CJIO)KHOH CHCTEeMbl, a KpUTepHeM oT6opa
CJIY>KUT Pa3BUTHE CUCTEMBl IPH U3MEHEHHUH COCTaBa WUJIH
no0aBJeHUM HOBBIX 3JeMeHTOB. B xome or6opa, Kak
NPaBUJIO, YCUJIUBAETCS POJIb FeHETUYECKUX U CHHUXKaeTCs
3HAUMMOCTb BHEIIHHX peryJ/siTOpoB OHTOreHe3a. JTO
omnpesie/isieT CIOCOOHOCTh MOMYJALNH KaK CJI0KHOH CH-
CTeMBl K CAaMOOPraHHU3alMH MOJ BO3LEHCTBHEM BHELIHUX
BO3MYILIEHHH U BHYTpeHHHUX (aykrtyauui [1]. Kom6u-
HATOPHBIM MCTOYHUK M3MEHYMBOCTH MPAKTHUECKH HeHC-
yepriaeM, HO OTrpaHH4YeH HaleXHbIMH CTPYKTYPHBIMH
3J/eMeHTaMH TeHEeTHUECKOH CHCTeMbl H COBOKYITHOCTBIO
B3anMozeficTBylomux Myrtauuit [2]. [Tostomy opranus-
MBI CIOCOOHBI peann30BaTh JHIIb HEGOJBIIYIO YacTb
TEOPETHYECKU NOMYCTUMBIX TPAeKTOPUH Pa3BUTHS, UTO
JeJslaeT 3BOJIOLMIO AOCTATOYHO MPOTHO3UPYEMBIM IIPO-
neccoM (BHe KpUTHYecKHX ycisoBuil). CornacHo pacde-
tam [3] B GosbiuHcTBe cayyaeB (99%) 3BOMIOIMOHHO
«yCIeLHbIH» BBIGOP ocyllecTBsieTcss U3 10 BO3MOXKHEBIX
BapUaHTOB, TOTAAa Kak BBIOOpP BCero M3 2 BapHaHTOB
peanusyetcs B 50% ciydaeB. BobIINHCTBO BO3MOXKHBIX
BapHaHTOB He(YHKLHUOHA/JTbHBI, HO MPAaKTHYECKH BCE
(pyHKLUHOHA/NbHble BapHAHTHl BKJ/IOUEHbl B OOLIYIO CETb
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npsIMBIX W oOpaTHbIX cBsizeid. Kpome Toro, addext
MyTallUd HMeeT «IaMsiTb» — 3aBHUCHUT OT CIEKTpa
paHee 3aKpENUBILUUXCS MyTalWi, a paHee 3aKpeNMBLIU-
ecsl MyTallMd MOTYT OJIOKHpOBaTbcsi OoJiee MO3IHUMH
myTauusiMi [4]. DTa 3aKOHOMEPHOCTH TOATBEPKIAAETCS
MHOTOUHCJEHHBIMH TIpUMepPaMHd B 3BOJIIOUUHM Ouoche-
pBl (HampuMep, B 3BOJIOLHHM CTEPOUIHBIX PELENTOPOB
MO3BOHOUHBIX [D] HWJIM TJIIOKOKOPTHKOUAHOTO PelenTo-
pa [6]).

Jlns moHMMaHHS MeXaHHW3MOB 3BOJIOLUM HeobOXo-
o¥Ma HH(OpMaUUs O CKOPOCTH 3aKpellJleHHs HOBBIX
MyTaUUHd M HUX 9(P(PEeKTOB Ha MOJIEKYJISIPHOM M (DeHo-
THIHYecKOM ypoBHsiX [7]. Ecin mpoleccel Ha reHeTH-
4eCKOM U MOP(OreHeTUYECKOM YPOBHSX IMPOSIBJSIOTCS
KaK B MHKPO-, TaK U B MaKpO3BOJIOLHH, TO Ha MOp-
(ho(pr3rONOrNYECKOM YpOBHE — TOJBKO B MacluTabax
MaKpo3BOJIOLHH (06yC/IOBIE€HE HEOOXOAUMOCTBIO Ka-
YeCTBEHHOTo «Iepe)opMaTHPOBAHUS» OPTraHU3MEHHBIX
cucteM B LesaoM). C TOYKH 3peHHs] (JIyKTYalLHOHHO-
6u(ypKaLMOHHON MOJeNH 3BOJIOLUM MHUKPOMYTaLUH
CroCOGHBI BbI3bIBAaTh HEGOJBLION (DEHOTUNHUYECKUH (-
(heKT, HO TOCPEeICTBOM psiia MUKPOMYTAUMH B Pa3HBIX
JoKycax (MasblX (JIyKTyaunuil) BO3MOXKHO HaKOIJIeHHe
KOJIMYeCTBEHHHIX 3(P(eKTOB B XOfle aflaliTallii, KOTOpble
CNOCOGHBI IPUBECTH K KAaUueCTBEHHBIM NPe0Opa3oBaHUAM
Ha OpPraHW3MEeHHOM YPOBHE — THTaHTCKOH (JIYKTyaLHH.
Kaxknas myrauusi — 3To (ayKTyauus B yCTAHOBHUB-
lmieMcsl Ha HeKoTopoe BpeMsl paBHOBecHH. Ecau 1no
Mepe HakOIJIeHHs] MyTauu# (Manbix (ayKTyauui) cu-
CTeMa O0Ka3blBaeTCsl HeyCTOHUYMBOH, OHa IOCTENEeHHO
TIepPeXOUT B HOBOE KaueCTBEHHOE COCTOSIHHE (Masible
¢daykTyaunu (OpPMHUPYIOTCS B THTAHTCKYI0) — HOBYIO
CTPYKTYPHO-(pYHKLHOHANBHYIO 1IeJIOCTHOCTb Ha OoJee
BBICOKOM YPOBHE 3BOJIIOLUH.
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TeMnbl HakKoIJeHUs MYTalMi CBSI3aHBl C TeMIaMH
pasBuThsl apantaudil. [lose3Has (Ha HDAHHOM 3Tarme
pa3BUTHsl TMOMYMSILMH) MYTallUsi MOXKET paclpocTpa-
HHUTbCS B TOMYJSLHUH, HO MOXKET W IOTepsaTbesl (ecau
ee HOCHTEJM He yCIeard Pa3MHOXKUTBCS 10 HEKOTOPOro
MOPOTOBOI'O YPOBHSI UMCJEHHOCTH HJH €CJIH OHA He
OymeT momjep:KaHa OpyruMu myTauusmu). [locsenosa-
TeJBHOCTb MyTalUMH W HUX 3aKkpelsieHHe BedyT JHOO
K o6paTuMocTH, JUOO K HeoOpPaTHMOCTH 3BOJIIOLHMOH-
HbiXx mpoueccoB [3]. IlockoabKy 3BOMIOLHUS CHUCTEM
€CTb IO0CJIefoBaTesbHAs uepefa COOBITUMH, CLENJEHHBIX
TPUYHMHHO-CJIEACTBEHHBIMU CBS3SIMM, IJle XOPOLIO HHTe-
IPUPOBaHHAsl CHCTEMAa KOPpessiuil crocobHa MPOTHBO-
CTOSITh M3MeHEeHHUsiM [8], M0 OTHOLIEHWI0 K OTHeNbHBIM
NpU3HAaKaM OpraHW3Ma OOpaTHBI XOA K COCTOSIHHUIO,
yTpaueHHOMY B XOJI€ 3BOJIIOLHH, B HEKOTOPBIX CJyudasx
BO3MOXKeH. TakoBBIMM MOTYT ObITb 0OpaTHble MyTalHH
OTZeJIbHBIX TeHOB Ha YPOBHE MHKPO3IBOJIOLUM IIPH
YCJIOBHH, €CJIM B T€HOTHUIIE ellle He 3aKPEeNUJIUCh IpyTHe
MyTallld, Y4acTBYIOLIME B KacKaaHOH MHTEerpauuu (no
TOYKH OU(DYPKALHUHU) WM €CJAH B HOBBIX YCJOBHSAX
NpoMU30LJIa pealM3alns paHee HEUTpaJibHbIX MyTalUH.

MakpomyTalMd CIOCOOHBI NPHUBOAWUTL K 3HAUUTEJb-
HBIM M3MeHeHHUsIM (heHOTHIA, TI03TOMY CJOXKHbIEe (peHO-
THUIIHYECKHE CTPYKTYpPbl 00pasyloTcs B pe3y/bTaTe MHO-
TOIJIAHOBBIX B3aUMOAEHCTBUH pasHBIX MOp(oreHeTHue-
CKHX CHCTEM, KOHTPOJHPYEMbIX MHOTHMH TreHaMu [9].
MaKpo3BOJIIOLMOHHBIE TPOLECCH HEaJIUTHBHO HHTe-
TPUPYIOT MHKPOIBOJIOLUOHHBIE H3MEHEHHsI Ha YpPOBHe
TMOMYJISILIUH, KOTOPblE Pa3/jMyaloTcs XapakTepoM Andge-
peHUMAalH, ClielHaIn3allii, HHTerPalyun CTPYKTYPHBIX
3JIEMEHTOB W CIIEKTPOM 3JeMeHTOB. 10 eCTb HMMEHHO
Gnarogapss MyTaudsiM (MHKPO- H MaKpO-) 3BOJIOLHS
npencTtasJ/seT co60l cnupalsb ¢ BO3pACTAOLIUM YPOBHEM
CJIOXKHOCTH 10 Mepe 00pa30BaHUsl HOBBHIX KaueCTBEHHBIX
COCTOSIHHH B HepapXHuecKoH CHCTeMe BHI000pa3oBa-
Hus. B pesynbTaTe cucrema obpeTtaeT cBOHCTBA caMoop-
raHU3aluM, BaxKHeHILIHe U3 KOTOPBIX AJIs MOMYJISALUHH —
TUCKPETHOCTh (MHBAPHAHTHOCTb), WHTETpallus, KOHKY-
penuwusi, ot6op [10, 11].

AddekT 3akpensieHuss MyTauui B xome oTbopa 3a-
BUCHT OT paclipelesieHHsl U B3aUMOAEHCTBUS MyTalLUH.
Tak, (uKcauus «BHIOTHBIX» FEHOTHUIIOB MOXET 3aMej-
JISITbCS 3a cUeT «xpanoBuka MioJepa» [12-15] (ycroi-
YHBOrO BEHTHJIBHOTO, OIHOCTOPOHHE HaMpaBJ/eHHOTro,
HaKOIJIEHUS] BPEAHBIX MyTalMH OCPEICTBOM reHeTHye-
ckoro apefida). DPp(HeKTUBHBIMU (haKTOPAMH, PETYIHUPY-
IOLIMMU BEHTUJIbHYIO CHCTEMY «XpamoBuka Mrosepas,
SIBJSIOTCS B3aUMOJEHCTBHE MeXIy JOKycaMH TIeHOMa
(snucras) (16, 17] u o6paTHble MyTalLUH B MyTHPOBAB-
mux Jokycax [18-20].

1. MOIEJH MYTAIIMOHHBLIX ITPOIIECCOB

MaremaTrueckde MoneJqu MYyTalLHOHHBIX MPOLECCOB
yCJIOBHO (KaK TIpaBHJIO, BCe MOJAEJH OCHOBBIBAIOT-
csi Ha 2-3 mnoxpxomax) MOAPA3AesSIOTCS Ha MOIEJH:
afanTUBHOrO JaHAIIA(TA; OLEHKH HAKOIJIEHHS MOJO-
JKHUTEJNbHBIX WJM OTPULATEJNbHBIX MYyTalUHH B 3aBHUCHU-
MOCTH OT Ko3(dHuHeHTa oTOOpa, pasmepa NOMYJSALHH
U 00Llell YacTOTbl MYyTaLUMH B TMOMYJSLHH; KJOHAJb-
HbIX I[IOMEX; 3MHCTa3a; KOHKypeHTHoro ot6opa; Moje-
JI1 BEeTBJIEHHS; BOJIHOBble Monesd. COrjacHo rumnorese
Pagita [21, 22] apmanTuBHOCTH opraHusama ((yHKILHS,

ompefiesieHHass B MPOCTPAHCTBE T'eHETHUECKOro KOIa)
obpasyeT M3pe3aHHbI JaHAAPT — pas3/ihuHble KOM-
OUHALMU TEeHEeTHUeCKOro KoAa IO Mepe 3aKpelJeHHus
MyTalMi B IpoLecce 3BOJIOLUWHA OPraHHU3MOB: MUKU —
KOMOMHAIMH TeHOB 0co0el C BBICOKOHM aJalTHBHOCTHIO,
IOJIMHBL — KOMOWHALIMK reHoB ocobel co caaboi amarn-
THUBHOCTBIO.

Camble MpocTBle MOAEIHM aNalTHBHOrO JaHAmwadTa
OCHOBBIBAIOTCSI HAa aHa/HW3e ONHOTHMIIHBIX MyTalUUH —
«TIOJIOXKHUTENBHBIX» WJH «OTPULIATEJbHBIX>. B cooTBeT-
cTBUHM ¢ TeopeMod Duinepa mMomysnsUUs, 3IBOJIOLUSA
KOTOPOH HJET TOJbKO 32 cYeT 0TOOpa, HUKOTIA He OyneT
IBUraTbCs BHU3 MO aJaNTHBHOMY JaHAmagTy, T.K.
B 3TOM CJyyae TOJIe3Hble MYTalUH HE 3aKpersioTcs
(ocTasbHBIE MyTalLMH YCTpaHstOTCs 6e3 Kakoro-iu6o
Bpema maas nomyasuuu) [22, 23], HO C TOMOIIbIO
FeHeTHYEeCKOro Jpedda MOomy/aslus MOXKeT COBepllaTb
KaK TOIBbEM MO afaNTHBHOMY JAaHALIA(PTY, TaK U CITyCK.
[TlepBasi mombITKa CO3JaHHUS agalTHBHOrO JaHAMApTA
npuHapiexut C. Padity. B ero momenu yacTtoTsl ansens
B IBYX JIOKyCaX CUYHUTAIOTCS HE3aBHCHMBIMH, CpPeLHSA
TPUCIIOCOOEHHOCTD TIOMYJISLUN ONpesesieTcsi KOMOU-
Halueld 3THX 4YacToT, a OTOOp paccMaTpuBalcs Kak
MpollecC BOCXOXKIeHHs Ha muk [21, 24, 25]. OnHako,
04YeBUJHO, YTO ANaNTHUBHBIN JaHAWA(T [/ peasbHbIX
BHJIOB $IBJISIETCSI MHOTOMEPHBIM, TIOCKOJBKY HOJI?KEH
BKJ/II0UaTh 6oJiee IBYX JIOKYCOB. DP(EKT «reHeTHUeCKOu
TATH» CIIOCOOEH peasiM30BbIBATbCA Ja)ke B IOMYJs-
UuM OeCKOHeyHO 060JblIoro 3(p¢eKTUBHOrO pasmepa
3a CYeT 3aKpelJieHHs HeHTpaJbHbIX U BPEAHBIX MYyTa-
UMM TPU YCJOBUU TONJAEPKKH CO CTOPOHBI IMOJIE3HBIX
myTauuit [26, 27]. Tlo cyTtd, 3To peanusaius 6J0U-
HOTO THWIA 3BOJIOLHH, TOCKOJbKY Ha pa3HbIX 3Tanax
3BOJIIOLUM yXKe 3aKpelmuBIUHEeCs MyTaluu MOryT OJo-
KHPOBaTh WJIH MOLAEPKHUBATb 60Jjiee MO3AHHE MYyTalLUH,
a OoJjee MO3QHHME MyTalUd MOryT OJIOKUPOBaTb pa-
Hee 3aKpenuBIIHecs. DTOT MeXaHHU3M HeaaJHWTHBHOTO
B3aWMOJIENCTBUS MO3BOJIIET OTOOPY 3(PheKTHUBHEE OT-
(DUIBTPOBBIBATH HETATHBHBIE aJlJIeJH U3 MOMYJSALUH.

[lepBble MONBITKM aHalW3a CKOPOCTH afanTaldu
B XOfe MYTAaLHOHHBIX MPOLECCOB OTHOCATCS K pabo-
tam [13, 28]. B nmnocsenHue rombl 3Ta cdepa Oblaa
paciiipeHa 3a cUeT psiia OOLIeTEeOPeTHUECKHX H Y3KO-
npoduabHbIX pabot [29-36]. MsyueHue pacnpeneseHust
MyTalui, B MEPBYI0 O4Yepelb MONOXKUTENbHBIX, HeE06X0-
AMMO [/ POTHO3MPOBAHMS MpoLecca agantaunu [32,
37] W TOHMMaHMS 3aKOHOMEPHOCTEH MOJIEKY/SPHOM
3BOJIIOLMK B Xome ort6opa W npedda [38-46], rme
«TI0JIE3HOCTh» MYTalLlHH ONpelessieTcsl ee CO0COOHOCThIO
yBEJIMUMBATb BEPOSTHOCTb 3aKPElJIEHHs] HOBHIX MOJIE3-
HBIX MyTauui. A ckopocTh agantauuu (ompenessiemas
KOJIMUECTBOM IMOJIE3HBIX MyTalui) GecHoJibiX MOMyJsi-
IMH pacTeT ¢ yBeJHYeHHEM YHCJEHHOCTH MOMYJISLHH
¥ yacToTel MyTaiui [47, 48].

Pacnipenenisiiotcsi MyTaluMu HCXOAsl W3 HEKOTOPOTO
6a30BOro pacrpeiesieH|si BepOSTHOCTEH, C yU4eTOM HC-
xonHoro redotuna [38, 39]. B pesyabrate «paboThi»
apeiipa u orbopa MoJe3Hble aJJend CIOoCOOHBl Co-
3[IaBaTh acCOLMAMU C BPEAHBIMH ¥ HEHTpaJbHBIMH
aJIeJsIMA B IPyTHX JIOKyCax, 4YTO CIOCOOCTBYET re-
HeTHYeCKOH [HUCIePCHH M YBEeJHUYEHHI0 4YacTOThl pe-
KomOuHauu [13, 49-51], U yacTo moje3Hble aJljenu
06HApyKHUBAIOTCST B 00J1aCTH TEHETHYECKOTO CIEeKTpa



BUODPU3NKA U MEJANLMHCKAS ®U3SNKA 21

C HU3KOH mpucnocobseHHocTbio [29, 52]. Ilpu 3tom
3pPeKT HOBBIX MyTaUWi (BHE 3aBUCHUMOCTH OT HaIpaB-
JIEHHOCTH) 3aBHCHT OT CIEKTPa 3aKPENHUBLINXCS paHee
MyTauui, T.e. cpabaTbiBaeT 3((PeKT HeaaAUTUBHOCTH
HeJIMHEHHBIX TMPOLECCOB. Tak, CKOPOCTb paHHUX MY-
TAaUMH y mnpenkoBoro wramma E. coli Oblia HHU3KOH,
no3ToMy B TnepBbiXx 20 ThIC. MOKOJEHHH HeHTpasbHBIX
MyTauu# (PUKCUpPOBaOCh O4YeHb MaJso, a OOJBLIMHCTBO
6oJsiee MO3AHUX MyTalUH OKa3a/JuCb HEHUTpa/JbHBIMH, HO
UMEeHHO HX HeaJIUTHBHOE B3aUMOLEHCTBHE CIIOCOOCTBO-
BaJio ajanrtauuu [53].

Mopenn knoHanbHbIXx momex [32, 33, 35, 54] ocHo-
BaHbl Ha YCJOBHM, YTO MYyTallUh CO 3HAUUTEJbHLIMH
MOJIE3HBIMH 3P (PeKTaMH UMEIT TEHIEHIMIO BBITECHSTb
MyTallMd C MeHee MOJIE3HBIMH 3(pQekTaMu. A Monenu
C ONMHAKOBBIM MYTAaLHUOHHBIM 3(P¢peKToM HocAT 60-
Jee o6k xapakrep [18, 30, 31, 34, 36, 55], uro
CIpaBelUBO [Js1 OOJNBLIMX MOMYyNSAUUH, Toe MHOXe-
CTBEeHHBIe MOJIe3HBlE MYTAlMM MPOUCXOMSIT C BHICOKOH
yacrortoit [47]. ABTopsl [48] mesnaroT BHIBOIABI: KJIOHAJb-
Hasi UHTepdepeHUs Gosiee BepOsiTHA MPH yBeJUYEeHUH
pasMepa TOMYJSUMH W YaCTOThl MyTalUHd M HMeH-
HO y3KOCIeNHWaJu3UpOBaHHblE MYyTallUH CIOCOOCTBYIOT
apantaund [56, 57]. Ho yskocnelnannsnpoBaHHblie Mo-
JIOXKHTeJbHble MyTalUMH ¢ 60JbIIMM 3(P(HEeKTOM MOXKHO
CUHTATb «yAaYHBIMH» TOJbKO Ha HEGOJBILIOM BPEMEHHOM
WHTepBaJje, a [J5 3BOJNIOLNUOHHBIX IpOLECcCOB OoJee
BaXKHbl LIMPOKHUE afanTalld — pe3yJbTaT B3aUMOJei-
CTBHS CIIEKTpa MyTalUH.

AHanu3 HaKOIJIeHHUs MOJIE3HBIX MyTalud B Gecro-
Joi momynsuuu [48] mokaszas, uUTO MHOXKECTBEHHBIE
NOJIOXKUTEJIbHBIE MYTAalLHMH ¢ HeOOoJbIIUM 3((eKToM
(rpymmel MyTauuid ¢ HEGOJBIIKUM TOJIOXKUTEJIbHBIM (-
(eKTOM BCTpeuaroTcsl yalle, uYeM eIUHHYHAs MyTalus
¢ 60MBIIUM 3P PEeKTOM) MOAABJSAIOT (PUKCALUI0 MyTallHE
¢ 6onpmnM 3dextom. CornacHo MajeoHTONOrHYECKHM
naHHbiM [58] pasBuTHe cOasaHCHPOBAHHBIX B3aWMOCBSI-
3aHHBIX PA3HOIJIAHOBHIX afanTalMi B HOJTOCPOUHOH
nepcrekTrBe 6oJiee BBIMTPHIILIHO, T. K. MOJ€3HOCTh MyTa-
MY 3aBUCHUT OT TeHETHUYECKOro KOHTEeKCTa. TakK, «Hei-
TpaJibHble» MYyTalLHUH MOTYT BBI3bIBATb H30HpaTesbHOE
BbDKMBAHHE KJETOK W OpPraHU3MOB — «3MHCTaTHUe-
ckylo Oydepusauunio» [59-61]. IlpenmyiiectBo MyTa-
USIM TIPUIAeT KJOHaJbHOE NOMHHHPOBaHHE, 0COOEHHO
€CJIH OHO COXpaHseTCsl B TeUeHHe IJUTENBHOr0 BpeMe-
Hu [62, 63].

Pacripenenenre moJsie3HblX MyTauui, 3aHUKCHUPOBaH-
HBIX B TIpolecce afanTauuu (Kak MpaBHJO, 3KCIO-
HeHLHa/JbHOE B 3aBUCHUMOCTH OT YHCJEHHOCTH MOMY-
aauun [bl, 64], ocobeHHO IS ajJesied ¢ BbICOKOH
cTemneHbio mpucnocobaenHocty [32, 38-40, 46, 57, 65—
67]), uyacTo CBSI3BIBAIOT C HAJHUHEM MJeHOTPOMHOM
MyTalUHH (MHOXKECTBEHHOTO BO3IEHCTBUSI OJHOrO TeHa)
B xome apamnrtauud [68, 69]. Ilpu stom «HeomHOpOA-
HOCTb» TJIEHOTPONUHU MOXKET CYLIECTBEHHO YBEJHUHTb
BEPOSITHOCTb [IOBTOPHOH (DMKCALMHU MOJNE3HBIX MyTaLUH
B OJIHOM M TOM XK€ TeHe.

B orcyTcTBHe MoOJIe3HBIX MyTalUH €CTeCTBEHHBIH OT-
6Op COmEHCTBYET CHMXKEHHIO 4YacTOThl MyTauui [36,
70-76]. W mockosbky npeiid crocoGeH BbI3bIBATH Ha-
KOTJIEHHe OTPULATEeJbHBIX MYTalMi, 3TO HAKJaJblBaeT
orpaHuueHre Ha 3((EeKTHBHOCTb €CTECTBEHHOrO OT-
Gopa [29, 52] a sdpdexr Xumra—Pobeprcona (HRE)

[PUBOMUT K CHUXKEHHIO BEPOSITHOCTH (DUKCALUH I10-
JIE3HBIX aJljiejiell M0 Mepe yMeHbIIEHHsi pa3Mepa I1o-
nynsuuu [52, 77-81], HO peKOMOMHALMH MO3BOJSIOT
YBEJHUUTh 3PPEKTUBHOCTh €CTeCTBEHHOTro oT6opa [78].
Kpome Toro, BzaumozeiicTBHe (OJOKH) OTPHULIATEJBbHBIX
MyTallMHd CHHKAIOT CKOPOCTb PaclpOoCTpaHeHHsT 6Jiaro-
npusTHeiX ajneseit [51]. Ecau 6b1 oT6op meiicTBOBaI
He Ha OJIOK MyTalHMi, a Ha KaXKIyl OTAEJNbHO B3STYIO
BpeIHYI0 MyTauuio, To 0Kosio 80 % Jsiofeli He cMOrIH Obl
OCTaBJIATh XKH3HeCcnocobHoe MoToMcTBO [82].

WHuTepdepeHus Mexay KOHKYPHPYIOLIUMH MyTallM-
SIMH TPOSIB/sSIETCS. B ABYX OCHOBHBIX BapuaHrtax [82]:
MeXAy MYTAlHsIMH C pa3iuuyHbIMH 3¢pdpexkTamu (OT-
HOCHUTCSI K TEOPHHM KJOHaJbHBIX moMex [32, 35])
W C pa3JU4YHBIMM FeHOTHNaMu U (peHoTHUnamu. Monesb
9BOJIIOLUMM TOMYJISALUUHA KaK IPOCTPAaHCTBA (DEHOTHIIOB
[IOCTPOEHA Ha I0CJeN0BATEbHOM 3aMellleHHH KOHKY-
PEHTHBIX MyTali B Xofe or6opa (mJs NOmynsuuil QHK-
cupoBaHHbIX pasmepoB) [83]. B xome orGopa Hauunaer
pacIIMpsThCs JaHAWADT NPUCTIOCOONEHHOCTH U CpefHee
3HayeHHe MakKCUMyMa (YHKLUMHM MPHUCIOCOOIEHHOCTH
BO3pacTaeT. 3HAUUTENbHOE YJaydYllleHWe afanTHBHOCTH
nonyasiiud JOeJUHT CBSI3bIBAET C ONHOBPEMEHHBIM
JIeHCTBHEM HECKOJbKUX OJaronpusiTHbIX MyTauui —
«BOJIBIION TIPBKOK», a He3HauuTeJbHble YJIy4IIeHUs
aJanTHBHOCTH OTHOCHUT K «BSIJIOTEKYIIMM IIpPOLECCaM».
[Ipuuem «BsIIOTEKYILIHE TIPOLECCH» 0OYCJIOBJIEHBI OCTO-
SIHHBIM [IeHCTBHEM MyTalUil, a ycpelHeHHas 10 CIEKTPY
MyTalUUd MNPHUCIIOCO6IEHHOCTh H3MEHsIeTCs AMCKPETHO
1 OMpypKaLHOHHO B MNpocTpaHCTBe (eHOTHNOB [83].
IT1oT 3P PeKT MPOUCKXOOUT 3a CUET HeJUHEHHOro addek-
Ta B3aWMOJEHCTBHS MOJE3HBIX MyTallMd B CBA3aHHBIX
Jgokycax [50, 84, 85], W moHauajy NOMHHHPOBABIIHE
MyTaHTBl (IPU YCJOBHM TPUOOPETEHUS] HMU HOBBIX
MOJIe3HBIX MYyTaUMH paHblle, 4eM HX BBITECHST KOH-
KypPeHTbl) B HUTOre MOTYT OKa3aTbCsl B 3BOJIOLHOHHOM
npourpeiiie [65, 86, 87].

KoHKypeHIIMsT MexKy TMOJNe3HBIMH MYTalHsIMH MOXKET
NPUBOAMTE K 3aMelJIeHHIO Tpoliecca afanTaluH, B pe-
3yJbTaTe 4ero ycpenHeHHbIH 3(@eKT HOBBIX MOJE3HBIX
MyTallUHd MOXKET yMeHbLIATbCs [0 CPaBHEHHUIO C ycpel-
HEHHBIM 3((QeKTOM HOBBIX BpeIHBIX MyTanui [32],
MOCKOJIbKY COOTHOILIEHHE BpeIHBIX MYTalUWH K MoJe3-
HbiM coctasasier 1000/1 [88-90]. OmHako oueBHAHO,
YTO «JBUraTeJsIMH» OHOJIOTHYECKOH 3BOJIIOLHUU B «OHO-
JIOTHUECKOM TIPe[CTaBJEHHH» WJIH <«HUHCTPYMEHTaMHU»
B HalleM NpeJACTaBJeHHH Ha BCEX 3Tamnax pasBUTHSA
SIBJISIETCA cOYeTaHUe KOHKYPEHLUH U CUMOHO03a, a TaKXKe
(hopMHpOBaHHEe TMIaHTCKUX (QAyKTyaluil, B pe3yjabTare
KOTOPBIX TOSIBJISIETCS HOBAast CTPYKTYPa C HOBBIMH (DyHK-
LUSIMH.

PasButHe snucrasa (MexaHu3Ma HeaJAWTUBHOIO B3a-
UMONEHCTBHS MyTalMi) B 3HAYMTEbHOH CTENeHH 3a-
BUCUT OT OanaHca Mexay 3(PQpeKTHUBHOCTbIO oTHopa
U WHTEHCHBHOCTBIO Jpedda, a TakKe TFeHEeTHYECKOro
¢dona monynsiuuu [82]. st udydeHusi snucTasa B OC-
HOBHOM HCIOJIB3YIOTCS I1BA OCHOBHBIX monxona: Puiepa
(amanTuBHBIA JaHamapT ¢ oaHMM nHKoM [23, 91])
u Paiita (neomnoponuwi#t manmmagpt [92, 93]). Ilo-
Jie3Hble MYTalWW [OCTATOUYHO PeIKH, MO3TOMY HOBBIE
MyTallMd BO3HHUKAIOT, MO CYILIECTBY, Ha KJ/OHAJbHOM
(oHe, a aganTtauus XxapakTepHU3yeTcs cepHel OTHEeJbHBIX
U30HpaTeNbHbIX «3a4UCTOK». IDTOT Npollecc Takxke 00-
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Hapy»KMBAeTCsl B TOMYJSALMSAX C MOJOBBIM OTGOPOM, e
SMUCTA3 MOXKET CIOCOOCTBOBATh HJIH HE CIIOCOOCTBOBATD
pekombunHanuu [49, 52, 79, 87]. AHanus mporeccos
(uKcalMu MyTalMi BO3MOXKEH Ha OCHOBe CpaBHEHHs
[apaMeTpOB TeHOTHIIMYECKOTO MHAMBHAA U 3ITAJOHHOTO
redoTtuna (MyJbTHJIWHEHHAss MomeJb 3mucrasa) [93].
C NOMOILIbI0 MOIENH pEryJsTOPHBIX ceTeil ObLIO MO-
Ka3aHO, 4YTO OSMHCTa3 MOXKEeT pa3BUBAThCsl W Jaxe
MEHSTb 3HaK MMPY HAJIWYHKM MYTalWil pasHOH HarpaBJeH-
HocTH [94]. MHorouuc/IeHHbIE 3KCIIEPUMEHTBI TMPOJIe-
MOHCTPHPOBAJH, YTO SMUCTATHYECKHE B3aUMONEHCTBHS
MyTallMil HMeloT O6oJsbluyio BapuabenabHOCTb [96-98],
[03TOMY JIMIIb HEMHOTHE COOOIIEHHSI O CTATHCTUYECKH
OMpe/ie/IeHHOM 3MKCcTa3e BocmpousBoaumbl. Ho, momnmo
CTaTUCTUYECKOH MpPOGJEeMbl, MOIENUPOBAHHIO SMHCTAa3a
NPeMNsITCTBYET OTCYTCTBHE Mephl amucTasa [98, 99].

DpdekT 3akpensieHus eIUHUYHOH MYyTallMH BO3MO-
JKeH, eCJM OHAa 3aTparuBaeT KJIOueByH (YHKIHIO
U TOAJep:KaHa paHee 3aKPEMUBLIMMUCH MYTaLHUsIMU —
npuHuun ycunenus [100, 101] (nanpumep, apanrtauuu
6akTepuil K OnpeneseHHbBIM TOKCHHAM, 00yCJIOBJEHHBIE
myTauued no omHomy reny [102]). CornacHo pac-
yetaM [23] BepoATHOCTb HHUBENUPOBAHUSI E€IMHUYHOH
MyTal{K OTPEAENseTCs CEeJEKTHBHBIM MPEUMYIECTBOM
MyTalUM¥ W YUCJAOM MOKOJMeHHH. Tak, mpu HaIu4du
HEHTPaJbHOTO B CEJEKTUBHOM OTHOLIEHHH MYTaHTHOTO
aJljesisi BEPOSITHOCTb €ro coxpaHeHus K 127-my mokose-
Huw cocrasasiet 1.5%. Monean ¢pukcauuu HoBoi MyTa-
LMK B MOMYJSILMH OCHOBAHBI, KaK MPABUJO, HA pacyeTe
BEpPOSITHOCTH HE3aBHUCHUMOH (pUKcaluu MyTtauuit [24,
56, 103] nu60 Ha pPacCMOTPEHHH TOCJeN0BATEbHBIX
¢ukcanuii B ogHom Jsokyce [38, 40, 105].

OueBuaHo, 4TO «camoobGHOBAeHHe» [106] (camoop-
raHW3alusi) COCOOHO HUBEJHPOBATh HAKOIJEHHe KpH-
THYECKOTO KOJMYecTBa MyTauud. Hecmorps Ha 3a-
KOHOMEPHOCTb 3BOJIIOLIMOHHOrO MpOLiecca, B PA3BUTHH
MyTaLHOHHBIX TPOLECCOB CYIIECTBEHHYIO POJib HUIPaeT
cayudaiiHoctb. Ha 6ase momenu Mopana [107] cayyaii-
Hble MYTalHWK [PeACTaBJEHbl MPOLECCOM CTOXaCTHYe-
CKOTO CKauKa B «IIpPOCTpaHCTBe mpuropHocti» [108],
a BOCNPOM3BeleHHe — MIPOLEeCCOM BeTBJeHUs (Tak,
B OTCYTCTBHE OTpPaHUYEHHH, ONHOMepHOe BeTBsllleecs
ciyvafiHoe OJyKIaHHe TOPOXKAAET IKCIOHEHIMAJIbHOE
yBeJIMYEHHWEe YUCEHHOCTH TIOTOMKOB BO Bpemenu [109]).
B pamkax momesn Mopana [107] uccaenyioTes crauu-
OHapHBIe paclpefesieHHs] MyTalHUil Kak OTBET Ha Mel-
JieHHble ¥ OBICTPBlE M3MEHEHHsI [apaMeTPOB Cpejbl
Bo Bpemenu [110], mauTesnbHOE HaKOMJeHHE MyTalHUE
B nony/siuuu kjaetok [111] u paccmatpuBaioTes pasHble
Tunbl BeTBAeHus [112-115]. Berssiunecss cayvadiHble
OJIyKIAHUST TI03BOJISIOT MOAEJUPOBATE POCT MOMYJISILIAK
W MyTalWH Kak AHHAMUKY CMELIeHHsI MPUCIOCOOJeH-
HocTH Ha mokoseHue [115]. [lp 3TOM B HEKOTOPBIX
paboTax sapo AHhGY3un (CMelleHHs TPUCTOCOBIeHHO-
CTH) MpEeNroJaraer, 4YTo MPUCIOCOBNEHHOCTh KOHTPO-
JIUPYeTCss MHOTMMH MYTALHUsIMA C AOCTATOYHO CJIabbIM
sthdextom [108].

MHorue MomesM NMHAMHKM MHOXKECTBEHHBIX MyTa-
UMH [OCTPOEHBI HA JOMYLIEHHH, YTO BCE MYyTallUH
HMeIOT ofMHaKoBeIH addekT [18, 34, 36, 55, 108, 115,
116]. B atom caydae B MOensiX MOMYJAsiHsT GOPMHPYET
6eryuiyo BOJHY NMPUCIOCOOJEHHOCTH, KOTOPas JBUXKET-
Csl B HAampaBjieHHH YBEJUYEHHS] MPUCIOCOONEHHOCTH
C TOCTOSIHHBIMH 3HAY€HHSIMH CKOPOCTH H MpoduJs

BosiHbl [18, 34, 36, 108, 115, 116] u ynoBneTBOps-
et ypaBHeHuio Pumepa—Kosamoroposa-Ilerposckoro—
[Muckynosa [108, 116, 117]. Moneab Geryiie# BOJHBI
afleKBaTHO MOAXOOUT Kak [J/s H3ydyeHHs ABYX NPOTH-
BOTIOJIOXKHBIX MapaMeTPUUECKHX MpPefesioB — XParoBHKa
Miosnepa (moJie3Hble MyTallMd He BaXKHb) U afanTHB-
HOH 3BoJIOLMH (BpelHble MyTalHM He BaXHBI), TaK
U 1Sl 0o0liero cayvasi (IoJie3Hble W BpefHble MYTallUH
onrHakoBO BaxHel) [115]. BoamoxHO Takxke paccmoTpe-
HHe BaXKHBIX 3(P(PEKTOB 0OPATHBIX U KOMIEHCUPYIOIINX
mytauuil [18]. Tak, xoMIeHcaTopHasi MyTalUsi MOXKET
BOCCTaHOBHTb MpPaBUJbHOE CBOpaudBaHWe OesiKa HJIH
PHK [117, 118], a obparHble MyTal{u B MyTHPOBaB-
KX JIOKYCaxX CIOCOOHBI NPOTHBOIEHCTBOBATH XPAlOBHU-
Ky Miosjepa B TOM caydae, KOTIa JIOKYChl HE SBJSIOTCA
penkuMu B reHome [119, 120] (MHTepecHBIM YacTHBIM
cJIyuaeM 3TOH MOZeNH siBJsieTcsl 6asaHc MyTalui, Korna
CKOPOCTH MpsSIMOE U o6paTHOM MyTaluit paBHbl [121]).

B o6nactu peiictBusi oT6opa NpPUMEHUMBl JeTep-
MHUHUCTHUECKHE 3aKOHBbl, a8 B 00GJIACTH TeHETHYeCKOro
npedicha — 3aKoHH caydadHbix unces [122], Ho mexny
3TUMH JABYMs 00JACTAMH CYLLECTBYET MPOMEXYTOUHas
00J1aCTh, [/ KOTOPOH KPUTHUYECKU BaKHbI 00a 3(ek-
ta [18, 34, 123-125]. Ecau nuHamMuky momymasiiui,
B KOTOPBIX OOJIbIIel YacTu 0cobel MPUCYIIU MOJe3Hble
MyTalllH, TO03BOJSET AOCTaTOYHO aleKBaTHO OMNHCATb
JeTepMUHUPOBAHHOE YpaBHEHHEe B YACTHBIX MPOU3BOJ-
HBIX, TO JJIi MyTallUi, MOABEPKEHHBIX CYLIECTBEHHOMY
reHeTUUYeCKOMY Apeidy, YypaBHeHHe NOJKHO COLepKaTb
JIeTePMUHUPOBAHHYIO U CTOXACTHYECKYI0 YaCTH, U «CTO-
xacTuuecku#l mopors [29, 126]. Ecau croxactuyeckuid
YJeH B BOJIHOBBIX YypaBHEHMSIX YUYUTHIBae€T BCe CJy-
yaiiHble (DaKTOPBI, KOTOPBIE BJIMSIOT Ha IpOLECC BOC-
TIPOU3BOACTBA, (DYHKLHSA CKOPOCTH (DUKCALMH MyTaLUH
npeacTaB/aseT coOol CTaHAAPTHBIA OeJibld LIyM, TOrAa
KaK CKOPOCTb aJanTaldd KOHTPOJHPYeTCs YCpemHeH-
HbIM B JIOTaPU(MHUECKOH LIKaje pa3MepoM MOMmyJsi-
uun [108]. B [115] 6bl10 moKasaHo, 4TO KJIOH, pasMmep
KOTOPOTO HAMHOTO TpeBbIIAeT CTOXaCTHYECKUH IO-
pOr, CYIIECTBEHHO PacTeT AETEPMHUHHUCTHUECKH, a KJIOH,
pasMep KOTOPOro 3HAUMUTENbHO HHXKe 3TOro I[Oopora,
TNOABep:KEeH reHeTHueckoMy aperdy. Hacto MyTanuoH-
Hble MPOLECCH PErJaMeHTHUPYIOTCS HeGOJBIIOH YacThio
TIOMYJISILMH, B Pe3y/bTaTe Yero co BpeMeHeM TreHeTHue-
ckUH (hoHI GoJsbllIed YacTH MOMYJSLUU KOppeaupyeTcs
(ukcauueit 6osee npucnocodeHHbX reHotunos [108].
B aToM ciyyae B BOJIHOBBIX MOIENSIX CKOPOCTb BOJIHBI
SIBJIIETCS MepOH aanTaluy MOMYJSUMA M B KaXKAbIH
MOMEHT BpeMeHH HauboJiee aJanTHBHbIE 0COOM pacIio-
Jo>keHbl Ha muke BoJsiHbl [108, 127]. B uenom pacmpe-
IleJieHHe TI0C/Ie0BaTeIbHEIX MyTalHi pa3BHBaeTCs Kak
Oeryiiasi BoJiHa, CKOPOCTb W LIMPHHA KOTOPOH 3aBHUCAT
OT pasMepa TMOMYJSIUMH WU APYTHUX NapameTpoB (mpH
HaJUUWK O0OpaTHBIX HJM KOMIEHCHPYHOIIHX MyTalHi
BOJIHA MOXKET MABMraTbCsl JHUOO BIPAaBO — XPAlOBHK,
Jaub0 BJEBO — peBepcHsi), MOCTENEHHO 3aMeJsisiCh
o Mepe NPUOJMXKEHHS K TOUKE YCTOHUHBOIO COCTOSI-
Hus [18].

2. MOJEJIb ECTECTBEHHOI'O OTBOPA
KAK IEPKOJISIITUOHHON CUCTEMBI

Buosioruueckasi 3BoJIOLKS €CTh XOPOLIO WHTErpUpO-
BaHHAas CUCTeMa C MOoCJe0BaTe N bHON yepeol cOOBITHH,
CLIETJIEHHBIX TPHYMHHO-CJIECTBEHHBIMH CBs3siMu  [8].
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M3MeHUnBOCTb MMeeT KOMOWHATOPHYIO TPUPONY U 3a-
TparuBaeT BCE YPOBHM CTPYKTYPBl M 10 BePTHKaIH
1 no ropusoHTanau [2]. ITo cyTH, B mpolecce 3akperie-
HUS MyTauui pa6oTaeT OJIOYHBIH MPUHLMI 3BOJMIOLHUH:
3(p(eKT HOBBIX MyTalUH 3aBUCHT OT CIIEKTpa MNpeabl-
OYUMX W HACTOSIIMX MyTauui (FeHOMBI He CIOCOOHBI
alaliTUBHO 3BOJIIOLMOHUPOBATh CPA3y 110 MHOTHUM I'eHaM,
MIOCKOJIBKY 3TO MPUBOAUT K OOJBIIMM CeJeKTHBHBIM
norepsiv  (musiemma Xosgedna) [3]), a mnocnenosa-
TEJBbHOCTb MYTalUil ONpelessioT <«BEKTOp O0TOOpar,
KOTOPOMY MOXKET COOTBETCTBOBAaTb 0OpPaTUMOCTb JHGO
Heo6paTHMOCTb TIPOLECCOB IBOJIOLHH.

[locTpoeHHass Ha mpencTaBjeHUssX O OUypKaLHUAX
ujesl MPOTPECCHBHON 3BOJIIOIMK TpeNNoJaraeT JBHKe-
HUe OMOJIOTMYECKHX CHUCTEM KaXKIBIH pas Mo «yIauHOH»
BETBU IMOCJe odepenHoH Oudypkauuu. C (ranuecKol
TOUKH 3PEHHUs] Mbl UMeeM [eJI0 C KUHEeTHYeCKOH Heobpa-
THUMOCTbIO, CBOHCTBEHHOH MEPKOJSIIMOHHBIM CHCTEMAaM.

B (usuke mepkoJsiLMH — 3TO sIBJEHHE MPOTeKaHHUs
JKHUIKOCTEH Yepe3 MOPHUCTbIE MaTepHasbl, MPH KOTOPOM
CYLLECTBYeT XOTs Obl OIMH HEMPEPBLIBHBIH MyTb uepe3
cocefHUe MPOBOAsLIMe Yy3/bl. [lepKoJsiLiuK MOryT Ha-
6/1100aThCsl B CHCTEMaX, B TOM 4YHCJe HeIpepbiBHBIX,
COCTOSIIIUX M3 OOJBIIOTO YHCJA MOLOGHBIX 3JIEMEHTOB
UJIM HeNpepbIBHLIX 00/1acTell, ecau Takhe paclipefelieH-
HbI€ CHCTEMbl HAXOIATCS, TONOGHO TPUTTEPY, B ONHOM U3
IBYX YCTOMYMBEIX COCTOsIHUM [2]. SIBJIeHMe MepKOJISALUH
onpefiesisieTCss MeXaHU3MaMH TIPOTeKaHMsI: TapaMeTpaMu
CTPYKTYpEI, Uepe3 KOTOPYI0 INpPOTEeKaeT MOTOK (KOJIH-
YeCTBOM Y3JI0B M CBsI3efl B pelleTKe), MpoTeKarolleH
TIOABHKHOH Cpefibl U Mopora NnepKossuun (KpUTHYECKOH
KOHLIeHTpaluu nporekamoiieit cpens) [128]. Ilpocrei-
UM [PUMEPOM SIBJISIETCST MOJEJb MPOTEKaHHsI B [BY-
MEepHOH NHUCKPETHOH pelleTKe, COCTOsIIEH U3 MONOGHBIX
3J1EMEHTOB — Y3JI0B (MPOBOASIINX UJIH HEMPOBOISIIHNX).
Teopusi mepKoOJSIUMK HAXOAUT NPUMEHEHHE B OMHUCAHUH
pasHOOOpa3HBIX CHCTEM H OepeT Hauajio B padote [129].
Paznuyaior ciayuaiiHele W CKOpPpesNHpOBaHHbIE MEPKO-
asuun [130]. Tlopor mepkossiuuu omnpenessieTcsi A0JeH
3aHSITBIX Y3JI0B, IIPH KOTOPOH BO3HHKAET IEPKOJISIHOH-
HBIH KJacTep — CBsI3aHHAsi COBOKYIHOCTb 3JIEMEHTOB,
0 KOTOPBIM NMPOUCXOAUT MPOTEKAHHE.

B Hauem mpencTaBieHHH eCTeCTBEHHBIH OTOOP MOXK-
HO CONOCTaBHUTb fIBJEHHIO nNepkossuuu [2]. B pas-
JUYHBIX CHCTeMaX IepKOJSALMM MOIYyT CcTaTb pas-
pacTaloLMMUCS U Pa3BeTBJISIOIUMUCS YCTOHYMBLIMU
«IIyTENpPOBOAAMH», B IPYTHUX cJydasXx — HeyCTOHUH-
BbIMU. CeTb HeyCTOMYMBBIX MEPKOJSLHH CTOXacCTHYHA
U HelpepblBHO MeHseTCsl, a IIOTOMY CHCTeMa, COCTOSi-
11as UCKJIOYHUTE/bHO U3 HEeyCTOHUYMBBLIX NePKOJMALUH He
MOXKeT CJYKHTb KaHaJoM MJs Nepefay HH(OpMaLUH
U OCHOBOH YCTOHUMBOrO pa3BUTHS cucTeMbl. Koppe-
JMpOBaHHble (YCTOHUMBBIE) TNEPKOJSLHUHU COCTABJSIOT
TPaeKTOPUIO IBOJIIOLUU BHAA HJIM COOOLLeCTBA. BBIXOL
NONyJIsLMK/BHIA Ha YCTOHUMBYIO TPaeKTOPHIO 3IBOJIO-
LMK — NpHUMep NMHAMHYeCKOro eJMHCTBA reHeTHYecKo-
ro Y MOMYyJSLIMOHHOIO YPOBHEH, CBS3aHHBIX 0OPaTHLIMU
CBAI3(MHU B 3BOJIIOLUMM nonyJisuud. Heycroiluusble Tpa-
eKTOpPHUH OT(UIbTPOBEIBalOTCS oT6opoM. OgHAKO B Xoje
ajanTaldd HMMeT MeCcTO Kak JeTepMHHHPOBaHHBIE,
TaK U c/ydaiHble IPOLECCH.

Mot npedraeaem paccmampusamo NepKOAAYUOHHbLL
Quremp Kax GuUUUECKULL UHCMPYMEHM, COCMAaBARI0-

WUl mexamusm ecmecmeerno2o0 ombopa OnMUMAAb-
HbLX BAPUAHMOE 8 80AIOUUOHHOM NOMOKe MYMauyuLl.
Cucmema neprorsyuii (Kax 8 ceoeil ocHose U 8 ye-
AOM — ecmecmeenHblll ombop) — pacnpedeserHas
naccusuas cpeda, moeda KaxK 380AIOUUOHUPYOWAL
6uocgepa — pacnpedeseHHas UePAPXUUECKU OpP2AHU-
308amuHan akmusHnas cpeda. OcpaHuueHHOCMb UUCAQ
donycmumolx <«MYymauuoOHHbLX mpaekmopuily deraem
agoaOUUI0 8 00CMAamouHOl cmenenu OemepmuHupo-
BAHHBIM NPOUECCOM, OOHAKO HEenocpedcmseHHble mpa-
eKmopuL 380AI0YUL 8 3HAUUMEAbHOL CMmeneHu onpe-
deasromes cayuainoimy npoyeccamu. o cywecmsy,
ecmecmeerHblil ombop He akmusupyem a0anmueHyro
NpUCnocobAeHHOCMb NONYASUUL, O AULLbL SBASEMCA
3QKOHOMEpHOCMbIO, onpedesstouieli npoxoxcoerue Ho-
8blX MYymauyuil 8 3ABUCUMOCMU OM HAAUUUS paHee
PUKCUPOBAHHBLX 8 NORYAAUUU, Onpedesstowux puro-
MpayuoHHble CBOLUCMBA NEPKOASYUOHHOL peliemKi.
[Ipouecc mepeHoca MyTauuil HOCHUT Kak AeT€PMHHHPO-
BaHHBIH (OMpefesisieTCsl TeHOTHIIOM U (DeHOTHIIOM B XOJie
orbopa), Tak M CJHy4alHBIH XapakTep (reHeTHYeCKHH
apeiid).

Kak mnokasan Teisop, BbIGOD TPaeKTOPHM pPa3BUTHS
Ha TIOMYJISIIIUOHHOM YPOBHE 3aBHUCHT OT CIIEKTpa «paspe-
WAONUX> U «3anpewanonmx» myrtauui [131]. dumep
NPENOJIOKHU, YTO MOCTOSIHHBIE MPUTOK HOBBIX MOJIE3-
HBIX MyTallUH MpeforpelesisieT HeorpaHUYeHHOe MOBBI-
lIeHHe MPUTOAHOCTH JIIOOOH MOMyJAsuuy (BOCXOASIIUE
ekt oTGOpa, KOTOPBIH IMPONOPLMOHAJNEH TI'eHeTHue-
cKo# mucnepcun B npucnocobaennoct) [23]. Torna kak
B peasbHOCTH COOTHOLIEHHWEe BpPEeNHbIX MyTalMi K Mo-
ne3HbiM cocrasasier 1000/1 [132, 133]. B pesyabrate
MPUCNOCaONUBAEMOCTb MOMYJSLUA MOXET MOHUXKATbCs
B CBSI3U C TeM, YTO JaBJeHHe MYyTallUi, CHHUXKAWOIIHUX
NPUCIIOCO6IEHHOCTD, MPEBHILIAeT BOCXO/sIIEe NaBIeHHE
ot6opa [134]. Bcaenctsue 3TOoro B Halled MOIeJH
Ha TMOMYJSLIUOHHOM YPOBHe MyTaluu (MOJIOXKHUTENbHBIE,
OTpHUllaTeJbHbIe U HeHTpaJibHbIE) PACCMATPUBAIOTCS BHE
3aBUCUMOCTH OT WX HaNpaBJeHHOCTH, T.K. BEKTOp HX
HalpaBJIEHHOCTH ONpeNe/IsieTCs X alalTUBHOH MOJb30H
Ha KpaTKOM BpeMEHHOM HWHTepBaje WU B JaJibHeilleM,
B 3aBUCHUMOCTH OT YCJIOBUH Cpelbl, MOXKET H3MEHHUTb
3HaK.

B xome ecrecTBeHHOro otr6opa MyTtauuu (QayKTy-
aluK) SBJSIOTCS HMCTOYHHMKOM, 06GeCHeudBalolUM 006-
pasoBaHHWE HOBOIO BHJA — KauyeCTBEHHBIH Mepexon
Ha HOBYI0O CTYyNeHb MHepPapXUUeCKOH CTPYKTYpbl BH-
noo6pasoBanusi. CaMoOpraHH3aldsi B HepapxXuyecKUX
CTPYKTypax MOAJepPKUBAETCH CHCTEMOH B3aUMOIEH-
CTBUH Ha FOPU3OHTA/bHBIX YPOBHSIX — B INOMYJSALHUSAX.
Y31bl B TMepKONSLHMOHHON peleTke (0co6W B MOMyJsi-
0uM) paboTalT KaK TPHUITepHAas BEHTHJIbHAs CHCTeMa
B MOTOKaX MYTalUi, rae ocobu — HOCUTEJIH U Mpeod-
paszoBartenu Mytauu# (puc. 1,a). TpurrepHele cBoficTBa
syedkd (y3/1a) KaK BEHTHJS ONpPEeNessioT JeTepMHHHU-
pPOBaHHYIO KOMIIOHEHTY 3aKpeIJleHHsl HOBHIX MYyTalHH
(mpomycTUTh/HE NPOMYCTHTh). BsanmomelcTBhue myTa-
UM B 4Yepele IMOKOJEHHWH M cJydyalHble MpPOLIECCH
npeiiha onpenessiioT KOJMJIEKTHBHOE IOBEAEHHE Y3JI0B
¥ CcBsizelt (MyTaluid) B MPOCTPAHCTBE MEPKOJISILUOHHOM
pewetku. Ilo Mepe HakomjieHUs MaJjblX (QAYKTyauun
(MyTanuii) 1 GOpMHpPOBaHUS CBSI3ed MeXAy MyTallus-
MH, MaJjble (DIYyKTyaluWd NpeoOpasyioTcss B THTAaHTCKHE
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Puc. 1. CxemaTuueckasi WJJIIOCTPALUSl 3Tana MOMYJSLHOHHOTO OTGOpA Ha 3J€MEHTEe MepKOJSLUOHHON peLIeTKH C BBIXOLOM

Ha (DOpMHMpOBaHHE HepPapXHYeCKOH CTPYKTYpBl: @ — TEpPKOJIALHOHHAs pelleTKa O0TOOpa Ha MOMYJALHOHHOM YDOBHE: Y3Jbl —

HOCHUTEJIM U Npeobpa3oBaTesid MyTallWH B MOMYJSLHH, CTPENKH — B3aUMOAEHCTBUS MyTallUH: XKeJIThle CTPEJKH — LieJasi CBS3b

(MyTauus coxpaHsieTcsl B MOMYJSILHUH), CHHHe CTPeJKH — pa3opBaHHAasi CBsi3b (MyTallks He COXpaHSeTCs B MOMYJsLKH); 6 —

(JIYKTyanMOHHOE TIOBeJleHHe 3BOJIOLHOHHPYIONIEH CHCTEMBI B IpoOlLiecCe BHA000PA30BaHMS C MepexofoM dYepe3 THTaHTCKYIO
(hIyKTYyaluo MyTaLHOHHOrO Mpolecca

W CHCTeMa MepexOiUT Ha HOBBIH ypOoBeHb — oOpera-
€T HOBYIO CTPYKTYPy C HOBBIMH (DYHKUHUSMH: HOBBIH
Bun (puc. 1, 6).

B Hamieit mopesiu ectecTBeHHOro 0T6opa AJS M MOKO-
JIEHUH TIPUHSATHl CJeyIOLINe HUCXOAHble XapaKTepUCTH-
KH:

1. [lonmynsuuss paccMaTpuBaeTcss Kak HeOQHOPOLHAs
cpena, obsanaiolias HabopoM 3alpellaloluX 1 pas-
pellaKIluX MyTalHH.

2. Ilpouecc 3akpemJieHUs MyTalLWH paccMaTpUBaeTcs
NOA ympaBJeHHeM oTbopa U apeiida.

3. B xauecTBe mapameTpoB CHCTeMbl pacCMaTpHUBAlOT-
csi 3¢ (eKTUBHBIH pa3Mep MOMYJISALUUM W HaJddMe
3aKpeNUBLIMXCA paHee MyTallMd — 3arpellaoliux
U paspellalolliyX, T.e. BHe 3aBUCHMOCTH OT HX
HarnpaeJeHHoCTH. Kaxknasi ¢Bsi3b — B3auMoJelCTBHE
MyTallUd MOXeT HaXOOUTbCA B IBYX COCTOSHUSAX:
pasopBaHHOH (HOBasi MyTalsi He TMOAJep:KaHa U He
COXpaHHUTCS B MOMYJSLUK) WM Lenoi (HoBas MyTa-
[¥s MOAJEpIKaHa).

4. Tlpouecc mnepeHoca MyTalUM#l HOCUT KaK [JeTepMH-
HHUPOBaHHBIH (ompenesisieTcsi TeHOTHIIOM W (PeHOTH-
noM B Xofie or6opa), TaK M CJAydalHBIH Xapak-
tep (reneruueckud npeid). B cpemnem mias Homo
sapiens BenndyuHa 3(PQPEKTUBHOTO pa3Mepa MOMYJsi-
uun (N.) cocraBister 30% oT oO6lIeH YHCIEHHOCTH
nonynsiuuu [135], a masi pasHBIX BHIOB, Bapbu-
pyer B nuamaszoHe (60-85)% or ofiiero uucsa
ocobeit B monynsiuuu [136] (uto cosmaer Bapuabeb-
HOCTb TeHeTHuecKoro pasHoobpasus [137]). Ilpunu-
maem 0.3 < N, < 0.85.

5. OnTumasnbHOe 3HaueHue KoapduuueHta otdopa
(OTHOCHTENLHOH  PENmpOAYKTHBHOH  CMOCOGHOCTH
OpraHU3MOB, OTpeNesIolled HX MPUCIOCOOIEHHOCT)
LISt TIPUPOIHBIX NOMYJISIIUHA NPUHUMAaEM
0.1 <s<0.2][138].

6. McxonHas myTaius MoXKeT ObITh MepelaHa KOHEYHO-
MY YHCJIy 0CO0eH B MOMYJSIIHH.

7. MuHUMa/lbHOE KOJIMYEeCTBO MOKOJeHUH (n), Heob-
XOOUMOe ISl 3aKpelJieHUs MyTaluM, NpPHUHUMaeM
paBHbIM 10 (BepoSITHOCTb (pUKCALMH MyTalMH B TO-
KoJIeHHsiX (n) cHauyaja Bospactaer no n = 10,
a 3aTeM MyTaluH, Jexauive B mosoce £10% ot uen-
HOCTH MYTallMH, BeLyT cebsl MOYTH HeHTpasbHO [83,
c. 211].

8. CkopocTbh (pUKcalyy HOBBIX MyTauuil (M) B momysns-
LUU OTpefiesIsieTCsl COOTHOLIEHHEM MO IePKHUBAIOIINX
(M) u 3anpemtatoimux mytauui (M_).

CKopoCTb 3aKperJieHHs HOBOH MYTalUH INpenJsaraer-
Cs BBIUMCJAATBH NPU 3HA4YeHHH Ko3dduuueHta ortbdopa
s = 0.1 — MUHHMa/nbHOM 3HAUeHHH KOIPPULHEHTA
orbopa B 06JacTH ONTHMasbHbIX 3HaueHu# [138]. Cko-
POCTb 3aKpelJsieHHsl HOBOH MyTallUH ONpefessieTcsl Kak

dM
5 = P+ My —p-M_)Ne+
In(N,
(SN ar, —poar . 49 ) (1)
— D+

roe M — [ons HOBBIX 3a(PUKCHPOBAHHBIX MyTaUUH OT
00111€ero KoJM4ecTBa MyTalui (HOPMHPOBAHHBIX Ha 1);
M, — noss noigAepKUBAIOLIMX MyTalui, paHee 3akpe-
MUBLIAXCS B MOMYAALUH (HODMHPOBAHHBEIX Ha 1);

M_ — pons 3anpeliamolMX MyTalWd, paHee 3aKpenuB-
IIUXCS B MOMYJISIIUH (HOPMHPOBAHHBIX Ha 1);
N, — KoJu4ecTBO 0cCoGedl B MOMYJSLUU, CIOCOOHBIX

K Pa3MHOXKEHHIO U SABJSIOLIMXCS HOCUTEJISIMH MyTaLUH
(3¢hpexTHBHBIN pasMep MOMYJISIIHH);
kW — cnaraemoe, omnuchiBamouiee apeid, W — rayc-
CoBa CjyyaliHasi BeJMYMHA C HYJEeBbIM CpPeIHHM W elu-
HUYHOU nucnepcuell, k — K03(P(ULHUEHT XaO0TPOMHOCTH
omnpefie/issieT COOTHOLUEHHe CJAy4YalHBIX U JAeTepMHHHU-
pOBaHHBIX (DAaKTOPOB B XOJ€ 3aKpelsieHHs MyTalui
U BapbHUpyeTcsl B 3aBUCHUMOCTH OT YCJOBHH MOIEJHPO-
BaHMUS.

CunTaeMm, 4TO Ha HayasJbHOM 3Tale JOJH 3alpe-
IALMHUX W MONAEPKUBAIOLIUX MyTalHWH B MOMYJsSLHH

paBHbl, T.e. eciu My = M_ = 0.5. Hcxons us

(hopMyJIBl MAKCHMaJIbHOTO KOJIMUECTBA HOCUTEJEH HOBOU
In Qu;

MyTalUK v = |17mm| [83, c. 201], npunumaem:

Qmin = N, — HUXHsSA I'DaHULA CIIOCOOHOCTH TOMYJsi-
MY K BOCIIPOU3BENEHHIO,
¢ = p4+ — BEPOSATHOCTb HAJHUUMs B MOMYJISLUH MOAAED-
JKUBAIOIIMX MyTalnH.

BeposiTHOCTb 3aKperyieHusl MOAJEPKHUBAIOLIUX MyTa-
UUH onpenessieTcss Kak

(Nefp)

N,
KOJIM4ecTBO ocobedl B nonmyJisiiuu, KO-
SIBJSIOTCSI HOCHTEJSIMH HOBOH MyTalHWH.

b+ =

rme p —
TOpBlE He
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Puc. 2. Bui6opku u3 11 cnyqaﬁﬁmx qucel ,ELJ'IH nokosienui ot 0 no 10, ucronb3oBaHHblE /15 Pa3/HUHBIX peasu3alnil perieHns

ypaBHenus (1):a — N, =0.3; 6 — N. =04; 6 —

Tak kak koadduuueHT oT6opa ompenessieTcss Kak

€

2—s

l1—s
MOAEPXKHUBAIOIIUX MYTallUH OMpPeAesieTcss Kak

JOeJHUTh Kak —£ = , & BEPOATHOCTb 3aKpelJieHUudA
p

1
2—s

P+ =

Torna BeposiTHOCTb 3aKpemnJeHHs 3alpellaiolluX MyTa-
UMM MOXKHO onpefesuth Kak p— =1 —py. Ilpu s = 0.1
noJyuyaem

piMy —p_M_ =0.53-0.5—0.47-0.5 = 0.3.

Cxema pacuyeta

Iliss  4MCJIEHHOTO pelleHHst 3afaudl  BepPOSITHOCTH
3aKpeIJIeHHsl HOBBIX MYyTalWi pas[esuM HHTEpBaJ
t € [0,7] (rme T = 10 nokosennit) Ha N = 100
paBHbIX yacTeil. [/l pelleHHss ypaBHEHHs NPUMEHHM
ofHOCTanuiHyl0 cxeMy PoseHOpoka ¢ KOMIJIEKCHBIM
koa(dunmentom [139].

Min+1]=M[n]+7Rew,n=0,99.
3mece M[n| — pelieHHe Ha TeKYIEM Liare Mo BpeMeHH,
Mn 4+ 1] — pelueHde Ha cienyiolLleM liare, 7 — Liar

N, =0.5; ¢ —

Ne=06;0 — N.=0.7,¢e — N. =0.8
no Bpemenu (7 = 0.1), Rew — BelecTBeHHast YacTh w,

BeJIMUKMHA w ONpenesigeTcsa U3 ypaBHEHHU

<1 . ;Z’Tﬁ;(mn],aw)) w = F(Mn], kW),

rue ¢ — MHUMas eIUHHUIIA,

F(M, kW) := (p+ My — p-M_)Nc+
+ <|1n(jve)|(p+M+ — p,M,)Ne + kW) M
l—py

— nmnpaBas vacth ypaBHeHus (1), kW — BuHepos-
CKHH IIyM, KOTOPBIH paccuuTbiBaeTcs Mo (hopMyJie
kW = kVAte, rne k = 0.01, At = 107 — ozHo
NOKOJIeHHe, £ — rayccoBa cjydyaiiHas BeJMYMHA C HY-
JIEBBIM CpPeIHUM W eIUHUYHOH [HCIepcuel, KoTopas
u3MeHsieTcst Kaxasle 10 mwaros no BpeMeHHu (pas B MOKO-
Jenue). Ha puc. 2 nokasaHbl HaGopbl CAydaHHBIN YnCed,
He 3aBucsKde OT N, M HCIOJb3yeMble NPHU pacyeTax
corsiacHo ypasHenuo (1).

Ha ocHoBaHUM MOJIy4eHHBIX pacyeTOB HaMH MOCTPOe-
Hbl I'pa)MKM BEPOSITHOCTH 3aKperleHHWs MyTauuH A7
10 noxkoseHHH B YCJOBHOH MOMYJSAUMH A7 PA3HBIX
3HaUeHUH K03((ULIUEHTOB 0TOOPa U XaOTPOMHOCTH.

B cayuae orcyrcrsust apefida (k = 0) ais s; = 0.1
MaKCUMaJbHasl CKOPOCTb (PUKCALMU HOBBIX MyTalHUH CO-
craBiaser 0.23, a nas so = 0.2 MakcuMaJjabHasi CKOPOCTb
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Puc. 3. Tpaduku cKOpOCTH 3aKperieHHst MyTauuil npu otcytctBud apeiida (k =0): a — s; = 0.1, 6 — so = 0.2. Tlo ocut x —
KOJIMYECTBO 0COOEl B MOMYJSLHH, CIOCOOHBIX K PA3MHOXKEHHIO U SIBJSIOLIMXCS HOCHTEJSIMH MyTalHMH, M0 OCH y — KOJHUECTBO
NIOKOJIEHUH

(uKcauMud HOBBIX MyTauuid coctaBaser 0.5 (puc. 3).
[TonydeHHBIH pe3ysbTaT MOXKHO CYUTATh INPOSIBJIEHHEM
TOTO, UTO YeM MeHbllle afalTHBHAS LEeHHOCTb FeHOTHIIA,
XapaKTepu3ylollasi HHTeHCUBHOCTD MPOLlecca CHUXKEHUS
BOCIPOM3BOACTBA MYTAHTHOIO aJljlesil O CPaBHEHHMIO
C UCXOOHOH (opmoii, TeM Gosblie KOIPPUIHEHT 0TOO-
pa. AHasoruuHble 3HaueHus mpu k = 0 mosyuaiores
IJ1s BCeX BapUaHTOB CJy4YaHHBIX 4YHCeJs, MOCKOJBKY
B CJlaraeMoM, OTHChIBaloWUM apedd (kW), rayccosa
caydaiiHas BeJMUYMHA yMHOXKaetcs Ha k = 0. laHHBIU
BapUaHT BO3MOXEH JJIs1 H30JHUPOBAHHOH MOMYJISALHUHU.
['paduku moxaseiBaioT, 4To B mnpenesax 10 moxoseHuu
(bUKcalusl MyTalLHH OIpenesseTcss 3aKOHOMEPHOCTSIMH
B3aUMOJIEHCTBUS HOBBIX W paHee COXPAHUBLIMXCS MY-
tauuid. Ho, yuuTsiBas usonsuuio, 6e3 MPUTOKA HOBOTO
reHeTHYeCKoro MaTepualsa, IBOJIIOLUS NAHHOH MOMyJs-
MU — TYNHKOBBIM TIpolecc, MOCKOJbKY, HECMOTPS Ha
TO, YTO CTOXACTHYECKHE TPOLECCH — ITO «IIyM» MPO6
U OLIMOOK, UMEHHO «IIyM» JIEXKUT B OCHOBE MeXaHH3Ma
GUOJIOTHYECKOH 3BOJIIOLMH.

HccnenoBanbl ABa THIA 3aKpelJeHUs B MOMYJSLUH
HOBBIX MyTalUMH: AJs pa3HblX Ko3a(p(uIUeHTOB oTdopa
TIPY NOCTOSIHHOM 3Ha4eHUH KO3((HULIHEHTa XaoTPOIMHO-
cti (puc. 4, 5) W A pa3NUUYHBIX 3HAYEHHH KO3(-
(UIMeHTa XAOTPONHOCTH IIPH MOCTOSHHOM 3Ha4eHHH
Koaduirenta otéopa (puc. 6, 7). Hasa ycaoBu# Ha-
el Mopenu omnpenenseM k 0.01 xak moporoBbli
KO3((HUIMEHT COCTOSIHUS CHUCTEMBl, NPH IPEBHILIEHUH
KOTOPOI'0 CHCTeMa [epeXoJUT B XaoTH4YeCKOe COCTOsHUe
(Mo aHaJIOrHH ¢ ompeneseHHEM XaOTPOIHOrO BeLLEeCTBa,
BBI3BIBAIOLLEr0 HapylleHHe YIOpsSIOUeHHOH CTPYKTYpbl
modiekyJ [140]).

[pacduku (puc. 4, 5) MOKa3bIBAIOT, YTO TPU MOCTOSH-
HOM 3HAueHUHU KO3(PPHUIIMEeHTa XaOTPOMHOCTH HabJI0Aa-
IOTCS CJIeYIOLIMe 3aKOHOMEPHOCTH:
® TpU pa3HOM Habope CJaydyalHbIX YHUCEJ CKOPOCTh (DHK-

calMM MYTalHi, B COOTBETCTBHH ¢ Qopmymoit (1),

onpejesisieTcss KOJUYeCTBOM 0coOedl B MOMYJSILUH,

CNOCOOHBIX K Pa3MHOXKEHHIO W SIBJIAIOLLIAXCS HOCHTE-

JSMHM MyTalUH, U KOJH4eCTBOM MokoJeHuH. [lo mepe

yBeJMYeHHs] YHCIEHHOCTH KJIOHA CKOPOCTb (PUKCALUU

HOBBIX MyTaU,I/Iﬁ B romyJsdluH, omnpeneJsgeMass HaJlu-
yueM MNOoAAepPKHUBAIOIIUX W 3alpellarmnx MyTaLLHI;'I,

BO3pacTaer;
e IpH yBeJHYeHHH Ko3(p(HLHeHTa oTOOpa B 2 pasa —
ss = 0.2 (mo cpaBuenuto ¢ s; = 0.1) k 10-my

nokosieHuio npu N, > 0.6 ckopocTb (PUKCALlMH HOBOH
MyTallMHd yBeJWYHMBaeTCs MPUMEPHO B 1Ba pasa: Mpu
s1 = 0.1 — no 0.22 (B cpennem), nmpu sg = 0.2 — no
0.5 (B cpennem) (puc. 4);

NpH yMeHblIeHHH Koa(puuueHTa ordopa B 10 paz —
s3 = 0.01 (mo cpashenuio ¢ s; = 0.1) ckopocTh QUK-
CallM{ HOBBIX MYTalUH TOXKE YMeHbILIAeTCsl NPUMEPHO
B necath pas: mpu s; = 0.1 — no 0.22 (B cpennem),
npu s3 = 0.01 — no 0.02 (B cpenuem) (puc. 5).
[Tocnennue nBa pesysbraTa IEMOHCTPUPYIOT NOMHHAHT-
HYIO PoJib leTepMHHHPOBAHHOrO KOMIIOHEHTa 0T6opa 1o
CPaBHEHHUIO C CJy4YaHHBIM KOMIIOHEHTOM (CM. ypaBHe-
uue (1)) B Xome 3aKkpernyieHus MyTalui.

[Ipu mocTosiHHOM 3HaueHHWH Ko3dpdHULKHEeHTa OTOOpa
U HU3MeHeHUH KO3(p(HULHEHTAa XAOTPOIHOCTU HabJI0-
JaloTCsl WHBble 3aKoHoMepHocTH (puc. 6, 7). B Ha-
el MOAeNM 3HaueHHe Ko3(P(HUIHeHTa XaOTPOMHOCTH
k = 0.01 sBasieTcss CTOXaCTHUECKUM IOPOrOM 3aKperl-
JIEHUs] MyTalMH, HHXKe KOTOPOTrO B XONe 3aKpernJeHHs
MyTalUH{ [NOMHHHUPYeT AeTepMHUHUPOBAHHAs COCTAaBJIs-
tolasi oT6opa, a BhbIlle — MPOLECCH OMPenensoTCs
npeiicom. Ilpn ymeHblleHHH Ko3(dULIHEHTa XaoTporl-
Hoctd B 10 pas — ke = 0.001 (puc. 6) OTHOCHTENbHO
CTOXaCTHYeCKOTr0 NOPOra CKOpoCTb (PUKCALUK HOBOH MY-
TallUK ocTaeTcs B TOM ke Auanas3oHe (0.22 B cpenHem),
HO HabJjwoparTcs 6ojiee «MATCKHe» MePeXOibl OT ITO0KO-
JIeHUs! K TokoJsieHHto. [Ipu yBesuueHHH KosadduLHeHTa
xaotponHocty B 10 pas k3 = 0.1 (puc. 7) no cpaBHeHHIO
c ki 0.01 ckopocTh (UKCALHMK HOBOH MyTaluu
Bo3pacraeT mpumepHo B 2 pasa (mo 0.44, B cpenHem).
Ho rnaBHoe, mpu cTO/Mb 3HAUUTENbHOM 3HAYeHHH KO-
3¢ dULHEHTa Xa0TPOMTHOCTH MPOLECCH (PUKCALUU HOBBIX
MyTalUHH CYILECTBEHHBIM 00pa30M ONpEeNEJSIOTCS BBI-
O6OpKOH cayyalHbIX Yuces [/ oKoJeHud. Tak, B OLHOM
caydae npu k3 = 0.1 (puc. 7,8) Mbl HabmonaeM B J0-
CTaTOYHOH CTENMEeHH XapaKTepPHYI0 KapTHHY (HUKCallWH
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Puc. 4. T'paduky cKopocTH (PUKCALKK HOBBIX MYTAalHWH MPH MOCTOSSHHOM [OPOTOBOM 3HAueHHWH KO3((HIHMEHTa XaoTPOMHOCTH

(k = 0.01) u pasHbIx 3HaueHHsAX Ko3(pduuueHTa ordopa. JleBass KojoHKa: a, 6, 8 — s; = 0.1, mpaBas KosoHKa: ¢, 0, e —

s2 = 0.2; a, 2 — cooTBeTcTBYyeT HaGopy c/aydallHbIX 4nces W3 BbIOOPKH 1 Ha puc. 2; 6, 8 — HaGopy CJAyuyalHBIX YHCEJ H3

BBIOODKH 2 Ha pHC. 2; 8, ¢ — Habopy cay4yalHBIX 4nces U3 BeIGopkH 3 Ha puc. 2. [lo ocu x — KoJHMuecTBO 0COGel B MOMYJISLHH,
CMOCOOHBIX K Pa3MHOMKEHHIO
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Puc. 5. Tpaduku CKOPOCTH (PUKCALMH HOBBIX MYTAlMH MPH MOCTOSHHOM [OPOrOBOM 3HAueHHH KO3(p(ULHEHTa XaOTPOMHOCTH
(k = 0.01) n pasHbIx 3HaueHHsX Koa(hduuueHta otGopa. JleBas kKosoHKa: a, 6, 8 — s; = 0.1, mpaBast Ko/MoHKa: e, 0, e —
s3 = 0.01; a, 2 — cooTBeTcTByeT Habopy cJyudallHbIX uhces M3 BBIGOpPKHM 1 Ha puc. 2; 6, 0 — Habopy caydyalHbIX YHCeJ U3
BBIOOPKHU 2 Ha pUC. 2; 8, e — Habopy caydalHbIX uynces U3 BeIOOpkH 3 Ha puc. 2. [To ocu x — KosnuecTBO 0c06ell B NOMYJISLHH,
CMOCOGHBIX K Pa3MHOMKEHHIO U SBJSIOLIINXCA HOCHTENSIMH MYTalMH, MO OCH y — KOJHYECTBO MOKOJEeHHH
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Puc. 6. Tpapuku cKOpoCcTH (PUKCALMKM HOBBIX MyTalMH TpPH MOCTOSHHOM 3HaueHHH Ko3(h¢uiuueHta otéopa (s = 0.1) u mByX

3HaueHHsiX Koa(duuueHta xaorponHoctu (moporoBoe — ki = 0.01 u Huskoe — ky = 0.001). JleBasi kosoHKa: a, 6, 8 —

ki1 = 0.01, npaBas kosoHKa: e, 0, e — ko = 0.001; a, ¢ — cooTBeTcTByeT Habopy CcaydalHBIX 4YHces U3 BbIOOPKU 1 Ha puc. 2; 6,

0 — Habopy cJaydalHBIX UHces U3 BEIOOPKH 2 Ha puc. 2; 8, e — Habopy c/ydalHbIX duces U3 BbIGOPKH 3 Ha puc. 2. [To ocu x —

KOJIMUEeCTBO 0COOEH B MOMYJISILIUM, CLIOCOOHBIX K PA3MHOXKEHHIO U SIBJSIOLIMXCS HOCHTENSIMH MyTalLHH, M0 OCH § — KOJHYECTBO
TIOKOJIEHUH
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Prc. 7. TpaduKH CKOPOCTH 3aKpersieHHs MyTalMd NpH MOCTOSIHHOM 3HauyeHHH KoadduiueHta otéopa (s = 0.1) u aByx

3HaueHHsiX Koa(duuuenta xaorponHoctu (moporosom — ki = 0.01 u Beicokom — ky = 0.1). JleBas kosmoHKa: a, 6, 8 —

k1 = 0.01; npaBasi kosoHka: e, d, e — ko = 0.1; a, ¢ — cooTBeTCTByeT HaGopy CJayualHBIX 4Hces U3 BHIOOPKH 1 Ha puc. 2; 6,

0 — Habopy cJydalHBIX YHCes U3 BBIOOPKM 2 Ha pHUC. 2; 8, e — Habopy c/ydalHBIX yMces U3 BHIGOPKHU 3 Ha puc. 2. [To ocu x —

KOJIHYECTBO 0COOEH B MOMYJISILUM, CIIOCOOHBIX K Pa3MHOMXKEHHIO U SIBJASIOLMXCS HOCHTENSIMH MyTalMi, N0 OCH y — KOJHMYECTBO
MOKOJIEHHH
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MyTalMud (CPaBHUMYIO C aHaJOTHYHBIMU MPOLECCAMH
npu s = 0.1 u k; = 0.01), a B ocranbHBIX ABYX
caydasix (puc. 7,a v 7,6) HabMIONAIOTCS XaOTHYECKHE
1 KosieGaTesbHble NPOLECCHI.

Takum 06pa3om, Mofe/ib TEMOHCTPUPYET YBeJIUUYeHHE
CKOPOCTH (PUKCALMM HOBOM KOHKDPETHOM MyTalUHUU IO
TMOKOJIEHUsIM npu oTcyTcTBUH Apeiipa (kK = 0) u mpu
JONOPOrOBOM 3HayeHHUHU KO3((HULHEHTa XaOTPONHOCTH
(k =0.01). 910 0OBsICHSIETCS YBEJHUEHHEM KOJUYECTBa
HOCHTEJIEH 3TOH MyTallMH B MOKOJEHUSX (TP HOpMaJib-
HBIX YCJIOBUSIX Pa3MHOXKEHHS M BBDKHBAHHS) U OTHO-
CUTeJIbHO MaJsiblM BausiHueM npefida. Ilpu 10-kpaTHOM
yBeJHUeHHH Ko3a(duuueHta xaotponHoctd (k = 0.1)
JIOMHHUPYIOIIUM (DAKTOPOM B XOIe 3aKpeIJieHHs] HOBBIX
MyTalHUH CTAHOBUTCS [pedd, U B 3TOM cJaydae 3a-
KpernJieHHe HOBBIX MYyTallMil OmpefesisieTcsl CaydalHbIMU
npoueccamMu. [103TOMy CKOpPOCTb 3aKperJieHHs HOBBIX
MyTalHUid MOXKeT 3HaYWTeNbHO CHHXKATbesi (pHc. 7, mpa-
Basi KOJIOHKa). Bo3aMoxkHO (hopmMHpOBaHHe XaOTHUECKHX
U KoJieOaTeJbHbIX TPOLECCOB, OMPeNeNsoUUX 3aKper-
JieHre MyTaluuH.

3AKJIOYEHHE

PaspaboTanHass HaMH MOJe/b MYTaLHOHHOTO Tpolec-
ca B OHOJNOrMYECKOH 3BOJIIOLMK I[OKasaja, 4TO CKO-
pocTb (pUKCALUM MyTalUHH OmNpefessieTcsi KOJUYeCTBOM
ocobefl B TOMYJSLHH, CHOCOOHBIX K Pa3sMHOXKEHHIO
U SIBJSIOLIMXCS HOCHUTEJSIMM MyTalMH, a TakxkKe KosJnde-
CTBOM MoKoJeHHH. [lo Mepe yBesHueHUS] UHC/JIEHHOCTH
KJIOHa CKOpPOCTb (PUKCALUM HOBBIX MyTalu# B Io-
MyJASIMY, OlNpefesseMasl HaJlW4YWeM MOAAePKHUBAIOIINX
U 3ampeliaoliX MyTauud, Bo3pacrtaer. [Ipu mocrosiH-
HOM 3HayeHUH KO3(PPHUIHEHTa XAOTPOMHOCTH MOJEJb
JeMOHCTPUPYET AOMHUHAHTHYIO pOJIb J1eTepMHHHPOBAH-
HOTO KOMIIOHEHTa 0TO0pa 10 CPaBHEHHIO C CJAyYaHHBIM
KOMIIOHEHTOM B XOfle 3aKpellJleHus MyTauud. A mnpu
MIOCTOSTHHOM 3HaueHHWH KodddulureHTa oTbopa mpolecc
3aKpernJ/eHus MyTalU# 3aBUCUT OT 3HaueHUH Koa(hPu-
[IMeHTa XaOTPOMHOCTH OTHOCHTEJBbHO €ro MOPOTrOBOTO
3HAUeHHs: HHUXKe T[opora AOMHUHHPYET OeTePMHHHUPO-
BaHHasl COCTaBJ/sOLIas O0TOOpa, a Bbllle MPOLECCH
OTIpefIeJISIIOTCS CydyalHbIMUM mpoleccamu napedda. [pu
60J1bILIOM KO3(h(hULIHEHTe Xa0TPOIHOCTH NpoLecchl (hUK-
CallM¥ HOBBIX MYTalHMH CylleCTBEHHBIM 00pa3oM ormpe-
JleNs10TCsl BEIOOPKOH caydyalHBIX dHces OJ1s MOKOJNEeHHH,
1 HaOJ/II0lal0TCsl XaOTHYeCKHe U KoJiebaTe/IbHble NIpollec-
CHI.

B uesiom xe ecTecTBeHHBbIH 0TOOP, 0OBIYHO paccmart-
pHMBaeMblll KaK [ABHMraTesb OHOJIOTHUECKOH 3BOJIOLMH,
B IEHCTBUTEJbHOCTH MOXeT OBITh INpelNcTaBjeH B Ka-
gyecTBe (PUJIBTPA B TIOTOKE MYyTalUH — pacnpeinesieH-
HOU maccUBHOH cpenbl. Torga Kak 3BOJIIOLUOHUPYIOILAS
6uochepa — pacnpeneseHHass HepapxXUYecKH OpraHHu-
30BaHHasi aKkTHBHas cpena. [lepKoNSIMOHHBIA (HJIBTP
pacCMOTPeH B KauecTBe (DM3UYECKOTO HMHCTPYMEHTA,
peasiM3yIollero MexaHU3M ecTecTBeHHOro oTéopa ONTH-
MaJIbHBIX BapHaHTOB B 3BOJIOLHMOHHOM MOTOKE B3aHMO-
JIedCTBYIOIMX MyTauud. OrpaHUYeHHOCTh YHCJA JOMY-
CTUMBIX «MYTaLMOHHBIX TPAeKTOPHH» HesaeT B HaCTOSI-
meil paboTe paccMOTpPEHHe 3IBOJNIOLUMH B JOCTATOUHON
CTeNeHU [eTepMHHHUPOBAHHBIM IPOLECCOM, TOTAa Kak
peasu3ylolfecss TPAEKTOPHH 3BOJIIOLHWH B 3HAYHUTEJb-
HOH CTeleHHU ONpele/sloTCs CJAyYalHBIMU MPOLEeCcCaMHu.
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Natural Selection as a Percolation System
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The role of natural selection in biological evolution, which reflects contemporary biological concepts, is described
systematically. A new approach based on the ideas regarding the physical phenomenon of percolation is suggested
and developed to generalize the theoretical and mathematical description of this key problem of biology.
The natural selection of optimal variants in the evolutionary mutation flow is considered as a percolation filter,
a physical tool constituting the selection mechanism. The model is based on the concept of self-organization
in hierarchical speciation structures, where trigger properties of a cell (node) as a valve define the deterministic
component of fixing new mutations, and the drift defines the collective behavior of the percolation lattice nodes
and connections (mutations) that introduces an element of randomness to the process of fixing new mutations
in mutation flows. As a result of considering various values of the selection and drift coefficients, as well
as the ratio of prohibiting and permitting mutations, the modes of fixing mutations in generations were obtained
at the population level.

Keywords: natural selection, self-organization, fluctuations, bifurcations, percolations, prohibiting and permitting
mutations.
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