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BBejenue

O0BexKT ucc/ie oBaHuA

[TocnemoBaTenbHOCTh  Oesika  OTIpefiesisieTCsl  T0C/ieZloBaTeTbHOCTEI0  Oesok-
KOJUPYIOLLEr0 reHa B COOTBETCTBUU C TFeHeTUYeCKWM KoAoM. HecrHOHMMUYecKue
3aMeHbI B 0e/IOK-KOAMPYIOIIeM TeHe B XO/ie 3BOIOI[MM TMPUBOJAAT K H3MEHEHHIO
roc/ejoBaTe/IbHOCTU Oefnka, KOTOpasi OrpejiesisieT TO, KaK OH BBITIOJHSIET CBOHO
GyHKIMIO B K/IeTKe, 4TO, B CBOIO oOudepe[b, B/IUSeT Ha MPUCITOCOD/IEHHOCTh
opranusma. Takum oOpa3om, orpeie/ieHHbIN ajyiesib B OTpee/ieHHOM caiite 6eok-
KOZUPYIOIlero reHa /aeT HEKOTOPbIM BK/aJ, B TPUCIIOCOO/IEHHOCTb OpraHu3Ma.
Ha3zoBeM 3TOT BKJ/1a/i TIPUCIIOCOO/IEHHOCTBIO asljiesisl.

TeopeTnueckdk B  aMMHOKMC/JIOTHOM caite gomnyctumbl 20  ansjenei,
cooTBeTCTBYIOIMe 20 aMMHOKMCIO0TaM. B mpupoje B KaXJOM CalTe HEKOTOpbIe
AMUHOKHCJIOTBI, KaK TIPaBWIO, HEAOIMYCTUMbI, TaK UTO KaKAbIA CalT O0OBIYHO
OrpaHWYeH WX TOAMHOXecTBOM. Kpome TOro, 0OBIUHO BBIZIEJIIOT K/IACChI
aMUHOKHC/IOT, CXOJHBIX TI0 (PU3UKO-XMMHUECKUM CBOMCTBaM; €CIM pa3Hble
aMUHOKHC/IOTHI B TIpejiesiax Kjacca SBsitoTCs hyHKIMOHAMbHO SKBUBAJIEHTHBIMU, TO
B KaueCTBe aJijiesiss MOXKeT BbICTYIATh K/1aCC aMUHOKUCIIOT.

Anneny pasuyaroTCs MO abCoJIFOTHOM TMPUCTIOCOOIEHHOCTU Wq; 3Ta BeMUMHA
MO>XXeT IPUHUMaTh 3HaueHue oT 0 (JieTabHBIN ajlieNb, Hauurke KOTOPOro TIPUBOIUT
K ribei opraHu3mMa) 10 HeKOTOPOU TI0JIOXKUTE/TbHOM BeJTMUMHbI, XapaKTepH3yIolei
pabory Gesika (CKa)keM, CKOPOCTh peakI[iu, KOTOPYIO OH KaTa/lu3upyer).

Ha mpakTrke yf00HO orpefie/TuTh aOCOJIOTHYIO MPHCIIOCO0/IEHHOCTD ajyiensl B
KOHTEKCTe  TOMy/SIqUM:  TPUCIOCOOIeHHOCTh — ajjiesii  —  9TO  CpefHsis
TIPUCIIOCOB/IeHHOCTD TIOMYJISILIUK, B KOTOPOM 3TOT asijie/ib 3aUKCUPOBaH, a YaCTOThI
ajyileiei  BO  BCeX  OCTaJbHBIX JIOKycaX coxpaHeHbl. (OueBHJHO, 4YTO
TIPUCTIOCOO/IEHHOCTh OIHOTO U TOTO >Ke asijiefis B pa3HbIX TIOMY/SIUSAX MOKET

pa3mMuaThCsl.
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OTHOCUTeNbHas HpI/ICHOCO6J'IEHHOCTb a/vieyid ornpegessaeTrcd 1o OTHOLIEHUIO K

ayiento, obazaroIeMy MaKCUMaaIbHOM MPUCITOCO0/1eHHOCThIO:

OTa BeTMUMHa U3MeHsieTcsl B mpomexxyTke [0,1].

OTHOCHUTe/IbHAsT TIPHCTIOCO0/IEHHOCTD asljiesisl 3aBUCUT OT TeHeTHUYeCKOro COCTaBa
TIOMYJISALIMW: OJWH U TOT >Ke ajie/lb MOXKeT UMeTb pa3HYyH0 TMPHUCIIOCO0IeHHOCTh Ha
pa3HOM TreHeTUUeCKoM (poHe.

B Kak[bli1 MOMEHT BpeMEeHU alyiesId Xi, X2, ... ,Xn, AOMYCTUMBbIE B JAaHHOM CaiiTe,
obnazaroT TpucrocobseHHoCcTIMU W(Xi1), W(x2), ... ,W(x,). B monynsiud MoryT
pacIleryiiTbCsl  HeCKOJIbKO — ajuiefielt  (BHYTPUIOMYJ/ISIUOHHBIA — MOMUMOpPGhU3M),
OJlHAKO TpU PpPacCCMOTPEHUM MOJIEKY/ISIPHOM 5BO/IOLMM Ha YPOBHE BUZIOB MbI
CUMTaeM, UTO B KaXK/bli MOMEHT BpPeMeHM JaHHbIM BUJ, XapaKTepu3yeTCs TOIbKO
O/IHMM aJjijiejieM B JaHHOM caiiTe.

[TpucnocobseHHOCTb  ajiefisi, KakK TIPUCYTCTBYIOIIIEro B callTe, Tak U
OTCYTCTBYIOLL[ETO, MOXKET MEHAThCSI CO BpeMeHeM, w = w(t).

ApantuBHbii jaHamadrt (fitness landscape, wnu adaptive landscape) — 3To
GyHKIMS, COMOCTaB/SIONIasi TeHOTUIy 3HaueHWe MpucrnocobseHHoCcTH. ['eHOTHUT
oripeiesisieTcst HAOOPOM aJijiesiel B COOTBETCTBYIOI[UX JIOKYCaX.

AfanTuBHBINA JMaHmmadT A4 ABYX JOKycoB L m M C HeKOTOpbIM Habopom
amnened {l,...I.}, {mi,..,mJ} B KaKIOM H3 HMX MOXHO H300pasuTh B BHJE
TpexMepHOro rpaduka (PucyHok 1), Ha KOTOpPOM [/l Ka)KJOr0 W3 COUeTaHUM
anneneut I; 1 m; onpezieneHa BenuuHa z(1l;,m;) - mpucriocob/eHHOCTh, KOTOPYIO /laeT
JaHHOe coueTaHue Mpu3HakoB. O6acTh BLICOKOM MPUCTIOCOO/IeHHOCTH Ha3bIBAIOTCS
a/IaTITUBHBIMM THUKaMH, 00/1aCTH HU3KOM TMPHCIIOCO0/IEHHOCTY — aZalTUBHBIMU
JOJIMHAMU.

Ec/ii paccmaTprBaTh 3BOJTIOLMIO Ha MaciiTabe reHOB WM Ha MaciiTabe TOJ/THBIX
reHOMOB, pa3MepHOCTh aJaNTUBHOrO JaHAmadTa BO3pacTaeT; OH TaKXe MOXKeT

CTAaHOBUTBHCA N3/IOMAHHBIM — C MHO>KeCTBOM JIOKdJ/IbHBIX ITHKOB.



nprucnocobNeHHOCTb

m, m, my my m,

PucyHok 1. AfanTUBHBIN JTaHJIIadT B MPOCTPAHCTBE ABYX JIOKYCOB. M300pakeHre
na”zwadTa B BU/ie HellpepbIBHOW MOBEPXHOCTH YC/IOBHO; JIaHIA(T SIB/SETCS

AU CKPETHBIM

['eHOTHIIBI 0COOEM OFHOTO BHA B TOMYJIALIMMA PA3/IMYAIOTCs; TakK, /IS Ue/lOBeKa
CcpeiHee ToNapHOe HYK/JIEOTUIHOEe pa3/ihuve MeXAy ABYMsl T€HOTHUIIAMU COCTaBJIsieT
0,1%. Takum ob6pa3oM, Ha a/aNTUBHOM JaHAmadTe mnomy/sius ocobeii OyneT
0TOOpaXkaTbCs KakK 00/1aK0 O/IM3KO pacrioioyKeHHBIX TOUEK.

OBOJIIOLIMOHHBIN TIPOLIECC MOXKHO TIPe/ICTaBUTh ce0Oe Kak ABM>KeHUe TOMyJISLui
M0 aZAaNTUBHOMY JaHAWA(PTy MOJ JeHCTBUEM OCHOBHBIX ()aKTOPOB 3BOJIIOLIUM —
orbopa, MyTaIii, reHeTUUeCKoro japeida (PucyHok 1).

B manHoii paboTe McciieyeTcs afanTUBHBIN TaH/AIIadT aMUHOKHUC/IOTHOTO CaiiTa
0e10K-KOJUPYIOIIET0 TeHa; COOTBETCTBEHHO, aflalTHBHBLIM JIaH/[IIa)TOM Ha3bIBaeTCs

BeKTOp-GYHKIUUS [, AJi Ka)K/JOr0 MOMeHTa BpeMeHU t 3a/iatolliasi BeKTOp 3HaueHU

—

W=(w(x1),w(x2],...,w(xn

HPI/ICHOCO6IIEHHOCTI/I ) AJI1 BCeX annesneu {Xl,..Xn} B JdHHOM

cauTe:

W=Fle)

leHeTnueckuii Koj (opManbHO MOXKHO TIpeACTaBUTh KaK OTOOpakeHue
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VIMEIOLL|ero OIpe/ie/IeHHYI0 BHYTPEHHIOI CTPYKTYPY MHOKeCTBa 64 HyK/IeOTHUHBIX
TPUILIETOB (KOZJOHOB) HAa MHOXXECTBO aMHUHOKUC/IOT. TpuIUieTel [ensiTcsi Ha
CMBICJ/IOBbIE, KOAMUPYIOL[ME aMUHOKHUC/IOTBL, U CTon-KoZoHbl (TAA, TAG, TGA).
Ha3oBeM pa3MeTKOii reHeTHUUeCKOro Ko/ia crioco0 /iefieHrsi KOJIOHOB Ha CMBIC/IOBbIE U
CTOM-KOJOHBL. ['eHeTHMUecKrWe KOJAbI C pa3IMUHOW pa3MeTKoW MoryT o6/afarh
pa3MuuHON TpHUcTocobeHHOCThI0. B maHHOM paboTe ucc/ieAyeTcs afanTUBHBIN

naHAmadT Ha IPOCTPaHCTBe Pa3MeTOK reHeTUUeCKUX KO/IOB.

IIpeamer ucciiegoBaHus

XO0TS1 HYKJEOTHAHYI WM aMHUHOKUCJIOTHYH [0C/Ie/l0BaTeTbHOCTH MOXXHO
paccMaTpuBaTh KakK TPOCTYHO JIMHEHHYIO CTPYKTYpY, B KijeTKe 0e/loK CBEepHYT B
C/IOXKHYHO ~ CTPYKTYpPy, B KOTOPOW yJajeHHble T110 JIMHEHHOMY TOPSIAKY
AMUHOKHC/IOTBl OKAa3bIBalOTCS PS/IOM, U COOTHOLIEHWEe WX CBOWCTB OIpejesisieT
BbINO/IHeHUe OesikoM cBoel ¢GyHKIMU. Kpome TOro, aMMHOKHC/IOTHI B Pa3/MUHBIX
TI0JIO’KeHUSIX MOTYT B3aHUMO/IeHiCTBOBaTh TOCPeJCTBOM BMSHHUS Ha CTaOWUIBHOCTH
benka. Takum o6pa3om, 3aMeHa OJHOM  aMUHOKHC/IOTBI  BIMSET  Ha
TIPUCIIOCOB/IEHHOCTh IPYTMX aMUHOKHUCIOT. Takue B3auMOIeNCTBUSI Ha3bIBAIOTCS
3MUCTaTUUecKUMU  (epistatic  interactions), B OT/IMYMe OT C/aydas, Korja
AMUHOKUCJIOTHI B CaTax BAUSIOT Ha TIPUCIIOCO0IeHHOCTh Oenka He3aBUCHUMO.

AJanTuBHbIN faHAA@T aMUHOKUC/IOTHOTO CailiTa He SIBASIeTCSI CTaTUYeCKHM:
JlaKe eC/lM B caiiTe He MPOUCXO/AT 3aMeHbl, MPUCIIOCO0/IEHHOCTL ajiesieil B HeM
MOXXeT MeHSATbCS M3-3a 3aMeH B JpyruxX caWTax 3a C4YeT SMHUCTaTUYeCKUX
B3aWMO/IEMICTBUH.

B manHOU paboTe u3yuaeTcs JUHaAMMKa aflalTUBHOTO JlaHAIIad)Ta Mocsie 3aMeHbI
OJHOM aMHUHOKUCIOTHI (A) Ha gapyryro (B). PaccmarpuBaroTCsi OTIMUUS MeXAy

BHUOdMH, T.e. IIpsAMds 3dM€Hd IIPOUCXOJWUT Hd MdKPO3BOJIIKOLIMOHHBIX Bpe€MEHdX.

Byznem o603HauaTh Takyio 3ameHy A—>B. I13ydaeTcst BOpoC O TOM, UTO TIPOHUCXOIUT
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C HPI/ICHOC06JIEHHOCTBI-O annens A T1iocje  Takod 3aMeHbl C  TeueHueM

BpeMeHHU (PrcyHOK 2).

AMWHOKMC/I0THas 3aMeHa B cauTte

-
-

— At
— (& *

Kakum 06pa3om aanTMBHbIA NaHawadT
3aMeLLEeHHOro annensi MeHsieTcsi co BpeMeHeM?

[Mpucnoco-
O/1eHHOCTb
3aMeLLeHHOro

annens A wal0) wL(At)?

Bpewms

t(A—>B)

Pucynok 2. JIokanbHbIM aganTUBHBIN JaHamadT

PacrionokeHue CTOM-KOJZOHOB B TeHETUUECKOM KOZie B/USIET Ha YacTOTy
TOYEUHbIX HOHCEHC-MyTalui (MyTalui, MepeBOJSAIIMX CMbICJTOBOM KOJIOH B CTOI-
KOZIOH) ¥ HOHCEHC-MyTalluid TIpU CJ[BUTe paMKU CUMTHIBaHUS. Takum oOpa3owm,
a/lbTePHAaTHMBHbIE T'eHeTUUeCKHe KOJbl MOTYT Ppa3auyaThCsi M0 YCTOWUMBOCTH K
HOHCEHC-MyTalisiM. B faHHOW paboTe u3ydaeTcs yCTOWUMBOCTb pa3MeTKH

CTaHAAPTHOI'O e HEeTHUYeCKOI'o KO/Jid 110 CpdBHEHUIO C a/IbTEPHATHUBHBIMU PA3METKAMMU.



MeTo/bI HCC/IeJ0BaHMS

Herocpe/icTBeHHOe W3yueHWe aJaNTUBHOrO JaHAmadTa BO3MOXHO  [IIs
OTJEe/NbHO B3STBIX O€KOB, KOTJa ITyTeM 3aMeHbl OT/eIbHBIX aMHUHOKHC/IOT O
NIPUCTIOCOO/IEHHOCTU ~ CYAST, HAlpuMmep, 0  pe3y/jbTaTaM  MOJeTMPOBAHUS
TIPOCTPAHCTBEHHOU CTPYKTYPbl, WIHA [Jii T€HHO-MOAUMDUIIMPOBAHHBIX MO/IeTbHbBIX
OpraHu3MoB (0 MPHUCTIOCOO/IEHHOCTH CYZSAT TI0 CKOPOCTH Pa3MHOKEHUSI OPraHHU3MOB,
HeCYI[UX pa3/IMuHbIe ajliesnn).

Takke wW3yueHWe aJaNTUBHBIX JIAHANIAGTOB BO3MOKHO TI0  JJaHHBIM
TIOMY/ISIIMOHHOW TeHeTHKH: ajUle/i, KOTOpble HabJII0JaroTCs dYaille B TTOMYJISI[UN
(uMeroT OOJIBIITYI0 YaCTOTy), 00sajaroT Oosbliield  MPUCIIOCOOIeHHOCThIO, a
HabJ/rolaeMble peyke — MeHbIIIeH.

B maHHOM paboTe u3yueHWe AWHAMUKU aalITUBHOTO JaHAmadTa Ha OOJBIINX
5BOJTIOIIMOHHBIX BpPeMeHaX, [/Is K/a/[bl TI03BOHOYHBIX U HAaCEKOMBIX, ITPOBOAUTCS C
WCTIO/Tb30BaHHEM [JAaHHBIX O BHYTPUIIOMY/SILIMOHHOM W3MEHUMBOCTH, a TaKXKe IpPHU
TIOMOIIM CPaBHUTE/ILHOM TeHOMHMKH: PACCUMTHIBAsi YaCTOThI 3aMeH B MOJIEKYJIIPHOU

SBOJIIOOUH MOXXHO [eJ/1aTb BBIBOAbI O IMHAMHKE ]'IaH,U;U_[a(bTa.

AKTYya/IbHOCTb TeMbI

AJlanTUBHBIM  JaHAmadT SBASE€TCS OJHOW U3 I1eHTPa/JbHBIX KOHILIeMI[UH
COBpeMeHHOU 3BOJIIOLIMOHHOW 6rosioruu. IIporiecc 3BOJIOLIMKA PacCMaTPUBAeTCsT Kak

JBIDKEeHHEe TOMy/sIqUi MO0 afanTUBHOMY JaHAmadTy B pe3y/bTaTe W3MeHeHUs

TeHOTUIIOB.
MartemaTtiuecKuii anmapaT JBOJIIOLMOHHON Ouomoruu — TOMy/SIMOHHAs
reHeTMKa — CK/IaZlbIBaj/iCsi KaK W3y4YeHue paBHOBECHBIX COCTOSIHUM Ha (oHe

dakTopoB 3Bo/MmOIMKU (MyTaruii, oTOOpa, Apeiida), AEMCTBYIOUUX C TOCTOSHHOMN
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cwiort. OHAaKO, KaK CTAaHOBUTCS SICHO, BCe 3TH (DAaKTOPhI MEHSIOTCS BO BpeMEeHH, UTO
BbI3bIBaeT He0OXOoAMMOCTb 0000IIeHMsT  KacCMUeCKuX TIpeZiCTaBIeHUM  Ha
TIO/IBWDKHBIE aZIalITUBHBIE JIAaHZIIA(THI.

B maHHOM paboTe 3aTparvMBaeTcs TeMa JUHAMUKU alalITUBHOTO jaHmadTa s
OTHOTO W3 TIPOCTeHIMX ciydyaeB. Bpibop Macintaba oObeKTa HCC/Ie[OBaHUS
M03BOJISIET TIOJIHOCTBIO TPOAHATM3MPOBATh [UHAMHKY aalTUBHOTO JiaHAadTa
aHajiutudeck. C [Apyrol CTOpPOHBI, HAaKOIJIeHWe MOJIeKY/ISPHBIX [JaHHBIX B
MaciTabax IMOTHBIX TeHOMOB TT03BOJISIET IMPOBECTU aHA/M3 JUHAMHMKH aZlalITHBHOTO
na"gmadgTa MpU TIOMOIIM MeToJoB OuonHbopMaTuku. TakuM obOpa3oMm, ygaeTcs
CPaBHUTH TIpe/ICKa3aHUsl TeOPeTUUYEeCKUX MOZeel C 3BOJIOIMEed MOJIEKY/ISIPHBIX
TI0C/Ie/OBaTeTbHOCTE.

OBOJTIOIUS paHHEeM >KU3HU Ha 3emjie, B YaCTHOCTH, BOIIPOC O BO3HUKHOBEHHU
amnrapara TpPaHC/SALMH, OCTAeTCs CPAaBHUTENLHO Majou3dydeHHoW Temol. C
OTKDBITUEM aJbTePHAaTUBHBIX Te€HETHUYECKUX KOJOB aKTya/lIM3UPOBA/ICS BOIPOC O
BO3HUKHOBEHWH W 3BOIOIMM TeHeTUUeCKOTro Koja. B maHHOUW pabore m3ydaeTcs
0/IHa W3 TIePBUYHBIX alaNTallii arapaTa TPaHC/SIUA — BbIZIeJIeHHe CTOIT-KOZIOHOB

13 MHOXXeCTBd CMBICJ/IOBBIX.

HEJIH H 3aa4Y1 UCC/j1eJ0BaHUA

Llenbto gaHHOW paboOTHI SIB/IsAeTCA U3yueHHWe [JUHAMUKUA OJ[HOJIOKYCHOTO
a/IaTITUBHOTO JaH/AIIadTa B 3BOJIOLUN 0e0K-KOAUPYIOIINX FeHOB MO3BOHOYHBIX U
HaceKOMbIX. B xofie paboThbl ObLTH pellieHbl Ceyolue 3a]auu:

* TIO/ITOTOBJIEHbI MHO>KECTBEHHBbIE BbIpaBHHBaHHUS 0e0K-KOJUPYIOIUX TeHOB

A7ist bUIoreHU TT03BOHOYHBIX M HAaCeKOMBbIX, BK/IIOUaroIe WHGOPMALH0 O
nonumopdusme y Drosophila melanogaster i Homo sapiens;

¢ BOCCTaHOBJIEHBI MTPpeAKOBbIe COCTOAHKA BO BHYTPEHHHX Y3/1aX (bH]IOFEHHﬁ;

* pa3paboTaHo mporpaMMHoOe obecrieueHUe, MO3BOJISIOIlee OTOUPATh CAWThI U3
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TI0JTHOT€HOMHBIX BbIDABHUBAHHM, COOTBETCTBYIOIIME 3a/[aHHBIM IT1ab/10HaM;

* paccuuTaHbl YaCTOTHI OOpaTHBIX 3aMeH B JBOJIOLMH I103BOHOUHBIX W
HaCeKOMBIX [I/Is1 Pa3/IMUHbIX 3BOJTFOLIMOHHBIX PACCTOSTHUM;

* TMpOBeJieH TeOpeTUUeCKUM aHaau3 AUHAMMUKHA OJHOJIOKYCHOTO a/laliTUBHOIO
naHzmadTa C TpeMs aiaensimMu;

* paspaboran ABC-TecT, MO3BOJSIONMN OIEHUTb OTHOCUTE/LHYIO CHITY
3¢dekTa pocTa TMPHUCTIOCOOJEHHOCTH TIPOM3BOAHOTO asiens U 3ddekra
yMeHbllIeHUs TIPUCIIOCOO/IEHHOCTH TIPeIKOBOTO ajljiesis;

* TMpoBejieHa OlleHKa 3(deKTa reTeporeHHOCTU CAUTOB.

B Xome wu3yueHWs TIepBUYHBIX afalTal[dii armapara TPAHC/ISAIUH  ObIIO

orpejeneHo T0JIOXKEHWe CTaHJapTHOrO TeHeTMYEeCKOro KoJa Ha JaHAumadre Bcex
BO3MOJKHBIX KO/JIOB /IJIs1 IBYX KPUTepHeB MPUCIIOCO0IeHHOCTH:

¢ BEepOATHOCTSL IIPpEePBIBAHKA TPAHC/IALNH MPHK co CABUI'OM DAMKH;,

¢ BepPOSATHOCTb TOUEUHOU HOHCEHC-MYTdLHH.

Haquaﬂ HOBH3Hd U MIPAKTUYECKAA 3HAYUMOCTDb

B »3Toii paboTre ObIT TIPOBeZIEH TeOPETUUECKHMM W CPaBHUTEIbHO-T€HOMHBIN
bunoreHeTHUECKW aHa/MW3 JWHAMHMKH JlaHAmadTa TpUCIIOCOOIeHHOCTH —caliTa
6enoK-KOIUPYIOII[eT0 TeHa.

Bbulo mMOKa3aHO, YTO B MOJIEKY/ISIDHOM SBOIOLMM  TMPOUCXOAUT IPdeKT
«3a0bIBaHUSI», KOTOPBLI COCTOMT B TOM, UTO BKJAJ B IIPUCIIOCOOTEHHOCTH paHee
MIPUCYTCTBOBABIIIMX B CaiiTe asijiefieli TafiaeT coO BpeMeHeM [0 JOHOBOTO 3HAUEHHUSI.
[To-BUaMMOMY, 3TO TIOATBEPIKJAET TUTIOTE3Y O HAJTMUMU MHOXKECTBA SITUCTAaTUUECKUAX
CBsizelt MeXKy caiitamu OeIoK-KOIUPYIOIIero reHa.

Pe3ynbTrartel pabOThl Ba)KHBI [i/Is1 TIOHMMaHUsl OOIIMX 3aKOHOMEpPHOCTel

3BOJ/IIOIJMOHHOTI'O T1ponecCa 1 MOI'yT OBITH UCII0J/Ib30BaHbI IMpHU U3y4Y€HHH aAdlITUBHBIX
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J'IaH,[[H_[a(l)TOB B MOHEKYHHPHOﬁ 3BOIIOIIMH, B TOM 4HC/Ie OJId 3KCIIEpUMEHTA/IBHOT'O

W3y4eHus aZlaliTUBHBIX JIaHAIIa(TOB B 3BO/IIOL[MH BUPYCOB U OaKTepUi.

Anpobanusa paboTbl

[To pesynbraTam paboTbl ObUIM CAe/aHbl  [JOKMa[bl Ha  ClAelyHOIIUX
KoHbepeHumsx: 13-ii kKoHbepeHumu “MaremaTtuka. Kommbiorep. O6pa3oBaHMe.”
(r. y6Ha, 23-28 siuBaps 2006 1.), 32-ii 1 33-ii KoHpepeHMsx “VIHGopMallMOHHBIE
TexHojorud U cuctembr” (UTuC'09: moc. bekacoso, 15-18 pgekabpsi 2009 r.,
UTuC'10: r. Tlenenmkuk, 20-24 centsops 2010 T.), eXeroAHbIX KOH(EpPeHLHsIX
coo0l1jecTBa MO MOJeKy/sipHoH Ouonoruu U 3Bomoruu (SMBE'10: r. JIvoH, 4-8
utonss 2010 r., SMBE'12: r.[lyonuH, 23-26 utoHs), 2-i1 U 3-U KOH(EepeHIUsIx
“MartemaTnueckasi bronorusi u 6uonHdbopmatuka” (r. ITymmHo, 7-13 cenTsiops 2008
r., 10-15 okTsi6ps 2010 r.), 3-i1 U 5-if KoH(pepeHLUSIX MOJIOAbIX YueHbIX “buonorus:
OT MonekyJbl A0 6uocheprr” (r. Xapbkos, 18-21 Hos6ps 2008 r., 22-25 Hos0ps
2010 1.), MoCcKkoBCKO# KOH(epeHI[HH TI0 BIUMCIUTETbHON MOJIEKY/IIPHOM O1OI0run
(MCCMB'11, r. Mockga, 21-24 utonsi 2011 r.), KoH(bepeHIMM 110 00pa30BaHHIO B
ouronHdopmaTke (RECOMB'12 Satellite Conference on Bioinformatics Education,

r. Cankr-IletepOypr, 26 aBrycra 2012 r.).

CTpyKTypa u 00beM JAuccepTaruu

PaboTa coCcTOMT W3 BBeZIeHUs, TATH TJIaB, 3aK/IIOUEHHUS M CIKMCKa JINTEPaTyphl.
I'maBa 1 cogep>kut 0630p /UTEpaTyphl MO0 Teme JuccepTaniuu. B riaBe 2 maeTcs
TeopeTUYeCKUM aHalvu3 JUHAMUKUA aflanTUBHOro JaHfmadra. B rmaBax 3 u 4
W3/I0KeHbl pe3yJibTaThl aHajiu3a [AWHAMUKHU alaliTUBHOrO JaHjmadTa U aHaaus3a
B3aWMOCBS3U  ILIUPUHBI  CII€KTpPa [JOMNYCTUMbIX aMUHOKUCIOT U  CKOPOCTHU

MOHEKYHHPHOﬁ SBOJIIOUKA  [JIA GEHOK-KO,[LI/IPYI-OH_H/IX redHoB TIIO3BOHOYHBIX WU
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HacekoMbIX. B ryiaBe 5 cofepKuTcsi aHaiv3 aJarTUBHOIO JlaHZAmIa@ra pasMeToK
reHeTU4eCKuX KOJI0B.
Pabora u3noxkeHa Ha 97 cTpaHuLiaX, cofepxut 7 Tabaui u 21 pucyHok. Crircok

nuTepaTypsbl copepxut 80 HaMeHOBaHUH.

CnMcoK ny0/IMKaIui 1o TeMe JuccepTanuu

CTaTbH B HAYYHBIX XXypHasIax

1. Naumenko S.A., Kondrashov A.S., Bazykin G.A. Fitness conferred by
replaced amino acids declines with time. // Biology Letters. - 2012. - V. 8. - N
5-P.825-828.

2. Naumenko S.A., Kondrashov A.S. Rate and breadth of protein evolution are
only weakly correlated. // Biology Direct. - 2012. - V. 7.-N 8. - P.1-12.

3. Mamunuenkuii I'.I'., Haymenko C.A., Ilogma3oB A.B. O06 3KcTpema/bHbIX
CBOMCTBAX pa3sMeTKh TeHeTHYeCKoro Koza. //IJokmaabl akaJeMuyd Hayk
(6buoxumusi, 6rodusrka, MosieKyaspHasi ouonorus). - 2007. - T. 414. - N 6. -
C.831-835.

Te3uckl KoH(pepeHui

1. Haymenko C.A., TlogyazoB A.B. O06 3KCTpeMa/bHBIX CBOWCTBaX pa3MeTKU
reHeTHUecKoro Koza. // “Marematvka. Kommbiorep. O6pa3oBanue.” COOpHUK
TpyAoB XIII wmexayHapoaHoit KoHdepeHuud. [lox obield pepakiueit
['.FO. Pusnunuenko. - WkeBck: HayuHo-usgarensckuii njeHTp “PerysisipHas u
xaoTtuueckas auHaMmuka”. - 2006. - T.2. - C.404.-413.

2. Haymenko C.A. Ponb HOHCEHC-KOIOHOB B o0ecTieueHHH OINTHMAaTbHOCTH
reHeTUYeCcKoro Kkoza. // Martepuanbl JokKaafoB XV  MexXayHapogHOU
KOH(epeHLMH CTYJEeHTOB, aClMpaHTOB W MOJIOAbIX y4deHbIX “JIoMOHOCOB” /
Ots. pen. U.A. AnewmkoBckuu, [1.H. KocTbineB. [D1eKTpoHHBIM pecypc] —
M.: N3patensctBo MI'Y; CIT MBICJIb, 2008. — 1 ssnektpoH. ont. guck (CD-
ROM); 12 cm. - CucreM. TpeboBanusi: IIK c mpoijeccopom 486 +; Windows
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95; muckoBog CD-ROM; Adobe Acrobat Reader.

. Haymenko C.A., KongpamoB A.C., basbikud I'A. O BBICOKMX YacTOTax
peBepCcHii B 3BOJIIOLIMU TI03BOHOUHBIX W HaceKombIX. // “buosorusi: ot
MoJieKy/bl 10 6uocheprr”. Marepuansl [V MexayHapoaHol KoHpepeHIUH
MoTofbIX yueHbIX (17-21 Hosiopst 2009 1., r. XapbKoB, YKpauHa). - XapbKOB:
YIIN “Hosoe cmoBo”. - 2009. - C.149- 150.

. Naumenko S., Kondrashov A., Bazykin G.A. High Frequency of reversals in
evolution of vertebrates and insects // WHdopmalliOHHbIE TEXHOJIOTUU U
cuctembl  (UTuC'09): cObopHUK TpPyAOB KOH(pepeHIUH. [D/1eKTPOHHBIN
pecypc] - M.: UITIIN PAH. - 2009. - 463c. - 1 snektpoH. onT. auck (CD-
ROM) - C.367- 368.

. Naumenko S., Kondrashov A., Bazykin G. High frequency of reversals in
evolution of vertebrates and insects. / Annual meeting of the society for
molecular biology and evolution “SMBE-2010”, Lyon, France, July 4-8.

. Naumenko S., Kondrashov A., Bazykin G. Frequency of reversals in evolution
of vertebrates and insects decreases on increased phylogenetic distance
between substitutions // VH@opMalMOHHbIE TEXHOJOTHMA U CUCTEMBI
(UTuC'10): cO6opHUK TPYyAOB KOH(MepeHIUU. - [DJIeKTpOHHBIA pecypc] —
M.: UIIITN PAH. - 2010. - C.361- 362.

. Haymenko C.A., Kongpamos A.C., baseikun ['A. UWccienoBanue
9BOJIFOLIMOHHBIX JIAHIIIaTOB MPUCIIOCOOIEHHOCTY aMHUHOKUC/IOTHBIX CalTOB
TIpU TIOMOIIY peBepcuii // MaTematuueckasi 6uosiorus u 6ronHdpopmaTuka: 111
MexxayHapogHasi KoHdepeHiwms., T. Ilymmuo, 10-15 oktsg6ps 2010 r1.:
Hoxnaapt / Iox. pex. B. . Jlaxno. - C.105-106.

. Haymenko C.A., Baswikun ['.A. Bkmag B mNpHCTIOCO0/IEHHOCT HeJABHO
3aMeHEeHHOM aMMHOKMC/IOThI YMEHbLIAeTCsl CO BpemeHeM. // “Buojyiorusi: ot
MoJieKyJibl 7o 6uocdepnr”. Martepuanbl V- MexayHapoiHOM KoHdepeHIUH
MOJIOZIbIX yueHbIX (22-25 Hosiops 2010 r., r.XapbkoB, YKpauHa). - X.:

OneparuBHas nonurpadus. - 2010. - C.9-10.
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9. Naumenko S.A., Kondrashov A.S., Bazykin G.A. The fitness conferred by
recently replaced amino acids rapidly declines with time. // Proceedings of the
International Moscow Conference on Computational Molecular Biology
(MCCMB'11). - 2011. - P.243.

10.Naumenko S.A., Kondrashov A.S. Rate and breadth of protein evolution are
only weakly correlated. / Annual meeting of the society for molecular biology
and evolution “SMBE-2012”, Dublin, Ireland, June 23-26.

11.Naumenko S.A. The number of reversing subsitutions. // The program of Forth
RECOMB Satellite Conference on Bioinformatics Education (RECOMB-BE
2012). - 2012. - P.11.
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1 Pa3BuTHe KOHUENI[MU aJaITUBHOIO JIaHAIIadTa

AlanTUBHBIM JaHgadT — 3TO (QYHKLMS, COMOCTaB/ISIONIAsi TeHOTUITY 3HaUeHHe

TIPUCITOCOO/IEHHOCTH.

KoHijeryss  aganTUBHOTO  jaHAmiadTa TIPOYHO Bolllla B YUeOHUKHU

9BOJTIOL[MOHHON OMOIOTUU 1 TIOMYISILIMOHHOM reHeTHKH (Tabsmra 1.1).

Tabmuiia 1.1. Vicrionb3oBaHye KOHILETILAN aZlalITUBHOTO faH/iadTa B yueOHUKaX

Fﬂe HCIT0/Ib3YyEeTCA

Tema

Hamilton M.B. Population
genetics. [1]

OTtbop B Ppa3IUUHBIX CUCTEMaX [JOMUHUDPOBaHMUS,
oTOOp B TpHA/UIEILHOM JIOKyce, OTOOp B ABYX
[vanenbHbIX JIOKyCaxX, SBOJIIOLMOHHbBIE ClieHapuu
C. Paita (S. Wright), kputuka Teopuu CMellleHHOTO
paBHOBecusi Paitra.

Crow J.F., Kimura M. An
introduction to population
genetics theory. [2]

[TpuHIMIT MaKCUMyMa Jijisl HarpaB/ieHHOTo 0Tbopa.

Hartl D.L., Clark A.G.
Principles of Population
Genetics. [3]

[TepeceueHuie afanNTUBHON [OMWHBI 3a CUeT Apeida,
IBYXJIOKyCHasi ~ AuasiesibHasi ~ MOZe/lb,  TeOopus
CMEI[eHHOT'0 PaBHOBECHSI.

Bergstrom C.T.,
Dugatkin L.A. Evolution. [4]

JlangmadThl B MTPOCTPaHCTBe (PEHOTUIIOB, F€HOTHIIOB,
KOMIIeHCaTOpHasi 3aMeHa.

Ridley M. Evolution. [5]

Jlangmadt C. Paiita, JOMUHHMPOBaHUE, ABYX/IOKYCHAast
MO/IeJIb, TeOpUs CMELLeHHOI'0 PABHOBECHSL.

Futuyma D.J. Evolution. [6]

OTtbop B Ppa3IUUHBIX CUCTEMaX [JOMUHUDPOBaHMUS,
repeceueHyie aJlaliTUBHOM JIOJIMHBI 3a cuyeT Apeida,
repuraTpuueckoe BU00bpa3oBaHue.

Kondrashov A.S. Evolution
of Life. [7]

CBSI3HOCTb TeHOTHUIIOB 17| (eHOTUIOB,
CyOONITUMAaNbHOCTh, TOMOJIOTUsSL, OTOOp, MyTaluHy,
SMMCTa3, T[eHeTUYeCKWd  Jperd, romormiasum,

BU000pa3oBaHue, afianTaius. [IpocTble U CIOXKHBIE
npu3Haku. [lomynsiuu Ha aZlamTHBHOM JaHAmadTe.
Macmtabbl  aganTUBHOTO  JlaHAmadgTa. PeXXUMBI
orbopa. Otbop, AEUCTBYIOIMMA Ha KOJUUECTBEHHBIMU
nipu3sHak. [lepeksitoueHre peXxMMoB 0THOpa.
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VicTopusi pa3BUTHS TIpe/iCTaBIeHUM 00 afanTUBHOM JaHIIadTe H3/0KeHa B
o630pax, repeunciieHHbIX B Tabsuie 1.2.

Tabsuiia 1.2. O630pkI 10 a/IaTITUBHBIM JaHAIIa(TaM

HcTouHuk OCo0eHHOCTH HU3/10)KeHHUS
Orr H.A. Genetic theories of Wcnons3oBaHue naHamadToB LIt
adaptation: a brief history. [8] MO/Ie/TMpOBaHUs Mpoljecca a/larTaruu.

Gavrilets S. Fitness landscapes and JlanaiadTel B BU1000pa30BaHUM.
the origin of species. [9]

Orr H.A. Fitness and its role in JlauamadTsl ¥ IPUCITOCOOIEHHOCTD.
evolutionary genetics. [10]

Svensson E. and Calsbeek R. (eds). B ocHoBHOM (peHOTUNMUECKMEe TaHIIA(THI.
The adaptive landscape in
evolutionary biology. [11].

B  Ouosiornueckoid  nMTepaType  HACUMTBIBAIOTCS  ThICSAUM  CTaTeM C
WCII0/Ib30BaHNeM KOHIIEMNIMM afalTUBHOTO jaHAmadTa. AanTUBHBIE JIAHAIIA(THI
pacCMaTpUBAIOTCA B ITIOMYJIALIMOHHOM TeHEeTHKe, SBOIOI[MOHHOM  SKOJIOTHH,
KO/TMUECTBEHHOW TeHeTHKe, SKCIIePUMEHTaTbHOW 3BOJIOI[UM, TEOPUM COXPaHeHUs
Oropa3Hoobpa3usl, TeOpHH BHI000pa30BaHUS U MAKPO3BOJIFOLIMOHHON AUHAMUKH, B
WCC/Ie[JOBAHUSIX M0 MUMUKDWUH, MOJIEKYJIIpHOM  OWosioruu  u  OHoJIOruu
pa3BuTus [11, c. 299].

AJlanTUBHBIN NaHAIIadT He sB/SeTCsS OAHOW CTPOro Orpe/ie/IeHHON MOJenbio, a
CKopee TIpeZiCTaBlsieT COOOW  KOHILIEIIIWI0, MEeTOZOJIOTUI0  TIOCTPOEHUs U
Bepu(dUKaAI[Md  MOJe/iell  SBOJIIOLMOHHBIX  TIPOIIECCOB  —  afafTallik U
BH1000pa30BaHusI.

Bechb 3BOIOI[MOHBIN TIPOI[ECC B LI€JIOM — 3TO JIF00ble ABVDKEHUS TIOYJISILUKA 110
a/IaTITUBHOMY JIaHAAMTy 10/ JelcTBHeM (DaKTOPOB 3BOIOIMM — 0TOOpa, MyTal[uH,
reHeTUUYeCcKoro Jpeida, MATpal[iy, CTPYKTYPbI U YMC/IEHHOCTH MOy JIALIHH.

[Tporjecc ajanTalMyd TIPeACTAB/ISeTCA KakK [JBW)KEHWe TI0  aIaliTHBHOMY
nafAmadTy 1Mo TpajeHTy MPHUCIIOCcob/eHHOCTH Mo/ AekcTBreM oTOopa. Ilporecc

BHJ000pa3oBaHrsl MOXXHO TIpe/ICTaB/sATh cebe Kak pasjeseHWe KiacTepa ToyeK
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BBICOKOW TIPUCIIOCOOIEHHOCTH B TIPOCTPAHCTBE T'€HOTHUIIOB, COOTBETCTBYIOIIMX
MOMNyJISILMY, Ha [jBa HE3aBUCUMBIX MOJK/IacTepa, KOTOPbIe yAAISIOTCS JPYT OT Apyra
JI0 Tex TI0p, MOKa MX TeHOTUMhl He CTaHyT CTOJ/b JlaleKUMU, 4YTO 3TO OyjeT
TIPensiTCTBOBATh CKPELIUBAHUIO.

OOHOMOKYCHBIA ~ alalTUBHBIA  JaHAWA(T MOXKHO TIpeACTaBUTb B  BHUJE
JByXMepHoro rpadvka (QyHKIMMA TIPUCITOCOOIEHHOCTH, a ABYXJIOKYCHBIA — B BHe
TpexMepHOro rpaduka. OfHAKO B peaqbHOCTH [Ja)ke TIPOCThie OHoIoTHUecKre
GYHKI[UM  OTIpeIe/IIFOTCS  3HAUMTETbHO OOJIBIIIMM KOJTMUeCTBOM JIOKYCOB. Takum
o0Opa3oM, afianTUBHBIH JaHAMADT SB/ISETCT MHOTOMEDHBIM.

HeB03M0>KHO MOCTPOUTHL TOUHYIO MO/Ie/Th a/IalITUBHOTO JlaHA1adTa Ha MaciiTabe
reHOMOB. /la)ke B CcTyuae reHOMOB HeOOJIBITION AJIMHbI — IeHOMOB OaKTepui, JyIMHa
KOTOPBbIX COCTaB/sieT MOpsijka 3 MJIH. HYK/IeOTHAOB, KOIMYeCTBO ajljie/ibHbIX

BApMaHTOB (reHOTUIIOB) cocTaBuT 4>

, T.e. afalTHBHBIM JAaHAIIAPT HYXKHO
paccmatpuBaTh B 3 000 001-mepHOM mpocTpaHcTBe. B 3KcmepumMeHTte, HabJsroast
TIPUCTIOCOOIEHHOCT  TIOMYJ/SI[UH ~ OpPraHru3MOB, Mbl ~ MOXXeM  H3MepHUTb
TIPUCITOCOO/IEHHOCTh  JIMIIIb  JIJIA  HEKOTOPBIX TeHOTHUIIOB W3 3TOro OOJIBIIIOro
mpocTpaHcTBa. TakuM o6pa3oM, MOXXHO HabO/OJaTh JIMIIL HEKOTOpble U3
aZlaliTUBHBIX TNMKOB. Bcsg KapTa aJanTUBHOTO JaHAlIadTa, BK/IOUas U
anbTepHaTHBHbIE aJjaTITUBHbIE TIMKU, OCTAeTCsl CKPLITOM OT HaO/Iro/iaTe is, paBHO Kak

M OT 3BOJIFOJMOHHOIO IIpOoLecca, KOTOprﬁ HalllylibIBdeT IIYTH K dJdIlITUBHBIM IMHKdM

BC/Ienyto [7].

1.1 TIIpocTpaHCcTBO KOMOMHALMHA a/ljie/ied

C. PaliT 3a/0)KiJ OCHOBBI TIOMYJISILIMOHHOM Te€HeTHWKH, pacCMOTPEB BUSHUE
MyTaliid, oTOoOpa ¥ MUTpal[id Ha pacrpefie/ieHde YacTOT TeHOTUIIOB B
nonysiiuu [12]. OH  ucnonb30Ba/l KOHLEMLUIO aJIalfTUBHOTO JlaHAmadTa st

W/UTIOCTPaLIMA CBOMX pe3y/IbTaTOB Ha I1eCTOM reHeTMueckom KoHrpecce [13]. C Tex
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TIOp 3TH [IBe CTaThbH B CyMMe OBbUIH TTPOLMTUPOBAHbI 60/iee BOCKMH THICSY pa3; 3a 3TO
BpeMsl aJlaliTUBHBIM  JlaHAmAaPT CTal OJHOM U3 BaXKHEWIIHUX  KOHLeTLUM
9BOJIIOIIMOHHOM Ouosioruu. B KoHile »ku3Hu C. PaliT BepHyJICS K TemMe alalTUBHOTO
nagmmadTa [14], ouepTuB 0067aCTh NPHUMEHEHUsS CBOMX MOZe/Ied SBOJIIOI[UH T10
OoTHollleHUto K pe3ynbTaTaM P. @umepa (R. Fisher), [)x. XonaeitHa (J. Haldane),
M. Kumypbl (M. Kimura) : C. PauT paccmaTpuBan Ciaydyau OTKJIOHEHUSI OT
NMaHMUKCUM, B  pe3y/jbTaTe KOTOPbIX  BO3HMKAaeT KOHKYDEHLUSI  MeXAy
000C00/IEHHBIMU TPYIITaMH, MPHUHAMJIEXAIAMH K ofHOM monysiun. K 80- yeTuto
cratbu C. Paiita ObLIO BBIMYINEHO CrelWagbHOE W3/aHKe, TIOCBSIEHHOe PpOJIH
aZlalTUBHOTO JlaH/IadTa B pa3/IMUHbIX pa3jiesiax 3BOJIIOLMOHHOMN 6uomoruu [11].

Jlangmadt C. Pavita umeeT pa3mepHocTb N+1, rae N - KOJMUeCTBO JIOKYCOB B
paccmaTpuviBaeMoM TeHoTurie. [lo Kak0d pa3MepHOCTH Tepeurc/ieHbl asjienu,
JOMyCTHUMble B  JaHHOM JIOKyce. JlomonHWTe/NbHasi pa3MepHOCTb  3aZaeT
TIPUCTIOCOO/IEHHOCT, KOMOMHaLMK ansieneid. HekoTopele coueTaHusi ajieiell JaroT
BBICOKYIO TIPUCITOCOO/IEHHOCTh (aZlaNTUBHBIE TTUKH), APYTHe — HU3KYIO0 (afanThBHbIE
Jo/iiHbI). PaliT uWcronb30oBan — yC/JIOBHOe TpexmepHoe u3o0pakeHHe TaKUX
TPOCTPAHCTB.

B camy mogens C. PaiTa 3a/0)kKeH 35MMCTa3 — HeaJJUTUBHbIA PEXUM B/IUSHUS
KOMOUWHaI[uii asiesieit Ha MPUCIIOCO0/eHHOCTh. DTO onpeeneHue snuctasa C. Paiit
MoaubuipoBan 13 6Oosee paHHux pabor Y. Belitcona (W. Bateson), KOTOpbIi
TIOHUMaJI TIOJ] 3TTMUCTAa30M pe3y/bTaT JUTMOPUAHOTO CKpellvBaHuUs, JarOIUii HOBbIN
dbeHOTHTII, B MPOTUBOIIO/IOKHOCTh THUIIOCTa3y — JieTaqbHOW KOMOWHAIUW asiiesied.
OtcyTctBue smmcta3a no C. Paiity He o0si3aTenbHO BeueT 3a COOOW OTCYTCTBHe

snucTasa o Y. belitcony [15].

C. Paiit ck/ioHsicsi K MbICIM 00 UW3/0MaHHOM JaHAiapTe ¢ 6GobIIMM
KOJIMYeCTBOM TIHMKOB U MCCAeoBal  (DaKTOpbl, TMPENsATCTBYIOLME IIPOLeCcCy
azanraiuu. Eciy ripoliecc afiantalyy rnpeiCcTaBUTh Kak MoAbeM MOMyJIsiuU BBepX K

a/IaTITUBHOMY TIMKY TOJ, [IeCTBHEM eCTeCTBeHHOro O0TOopa, TO TIpU HaJIUuUHU
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HECKOJIbKUX TTUKOB TIOMYJISIHS JOCTUTHET BEPIIWHBI TOTO U3 HUX, KOTOPBIA OKa3asics
OmbKke K eé HauaTbHOMY TIO/IOXKEHHI0. DTOT MUK He 00s3aTe/lbHO I0/DKeH OBITh
CaMbIM BBICOKHM, OJIHAKO CIYCTHTBCS C HEro TIOMYJISILUS y>Ke He MOJKET, TTOCKOJIbKY
TOMY TIPeNsTCTBYeT OTpullaTeNbHbIi 0TOOp. Takum o6pa3om, MOMyJsALys He
JOCTUTaeT MAKCHMa/bHOTO YPOBHSI MPHUCIIOCOOIEHHOCTH, BO3MOXXHOTO Ha JIaHHOM
a/IaTITUBHOM JlaHAIadTe, ¥ BO3HUKAeT TpobsieMa TiepeceueHUs aJaliTUBHBIX [IOJIVH,
KOTOpasi 3aTpPyZAHseT TIOCTPOEHWEe PpeajMCTHUYHBIX MOZeNer ajanTaiuu U
BHJ000pa3oBaHus, Belb B IIPUpOJie Mbl HaOJIIOJj@aéM BBICOKO IPHUCIIOCOO/IeHHbIe

BU/IB.

Onsi npeoposienusi 3toro rnportyuBopeunsi C. PalT co3pan TeOpU0 CMEIEHHOIo
paBHOBecHsl: TIOMUMO OTOOpa, B MpOLiecce 3BOJIFOLMU [IeHMCTBYIOT CHUJIbI, KOTOPbIe
MOTYT TIPUBECTH K CMeIleHHI0 paBHOBecusi. PaliT BbIfensim TpU CTafUM Tpoljecca
3Bosifolid. Ha HauanbHOM 9Tarie ro00anbHas TIOMyJsSLUsS TI0[ JelCTBHEM
reHeTUUeCcKoro Jpelida [AenudTcs Ha TOJy-U30/MPOBaHHbIe TOJMHOXECTBa —
cybronynsitiiu (membl). Takue cybromynsiuu OyAyT WMeTb MEHBIIWA ypPOBEHb
M3MEeHUMBOCTH, UeM TJio0a/ibHasl TIOMYJ/ISALYS, a TakXe BO MHOTHX W3 HUX CpeJHUI
ypOBeHb MpHcTocobeHHOCTH Oy/leT HiKe CpeHero ypoBHS MPUCIIOCO0/IEHHOCTU B
riobanbHOM monyssiguu. OpHako cyb6momnynsiyu OyAyT HaXOAUTbCS B pasHBIX
TOYKax aJanTUBHOrO JiaHAmadra, MO COCeACTBY C PasHbIMU JIOKAJbHBIMU
aflalITUBHBIMM ~ TWMKaMu. Ha  BTOpoM  9Jtare  Tof  jelicTBueM  orbopa
TIPUCIIOCOO/IEHHOCTh  CyOIomy/Isilfuii  pacTeT — OHU TOAHUMAIOTCS Ha CBOU
a/IalITUBHBIe MUKW, B cyOmomysiuu 3a cueT MeHbIIel UiCIeHHOCTH OO0JIBIITYI0 pOJib
WrpaloT CaydyaiiHble TIPOL[eCChl — TeHeTHUYeCKuil [Apeiid, B pe3ynbTaTe AeUCTBUS
KOTOpOT0 CyOIOIy/IALKsS MOXKET Tiepeceub aJIaliTUBHYIO A0MMHY. Ha TpeThem 3Tarie
3a cueT oTOOpa MeXAy CyOmomyJsiUsMU pacTeT CpeJHsisi TPUCTIOCOO0IeHHOCTh
17100a/IbHOY TIOTTYJ/ISILIUM: TIOMYJIALUS ¢ Oosbliield cpefgHell MPHCIIOCO0eHHOCThIO
nopoXkiaer Oofbllle MUTPAaHTOB, KOTOpble, TIPUCOEUHASCH K paBHOBECHOM

MOMyJISILMKA, MOTYT C/ABWraTh yCTaHOBUBILEECS B Heli paBHOBeCHe 3a CYeT CBOei
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BBICOKOU MTPUCIIOCOO/IEHHOCTY Y HETUTIMUHOTO ZIJ1s1 TIOMYJISILUKU Habopa asiesneit.

B 1ienioMm, Teopusi cMmetiieHHOro paBHOBecust C. PaiiTa, Kak OCHOBHOe 00BsICHEHHE
SBOJIFOLIMOHHOIO TIpOLiecca, He Hallljla [0ATBepKeHNs; OJHAaKO 3TO He CKa3a/l0Ch Ha

TIOMY/IIPHOCTU KOHL[ETLUM aflanTUBHOTrO JyaHaiadTa [10].

[17is TIDOBEPKM TEOpPUM CMeIleHHOT0 paBHOBecHsi ObIO MPOBeJEeHO MHOKeCTBO
OTBITOB C UCKYCCTBEHHBIM OTOOPOM, B KOTODPBIX 3BOIOIMS T7100a/bHOM MOMYJ/ISIIAN
CpaBHMBadaCch C SBOJIIOL[MEN  TIOMY/siMH, TIOfipa3/ie/ieHHOM Ha TpYNMbL.
BOJIBITMHCTBO KCIIEPUMEHTOB TI0Ka3a10 0osee OBICTPBINA POCT MPUCTIOCOOIeHHOCTH
JJ1st TI00aTbHOM TIOMY/ISIIM TI0 CPaBHEHUIO C TTOZipa3/ie/IeHHOH, T.e. TIPOTHBOPEUKIO
Npe/icCKa3aHusiM TEeOpHUM CMELLEHHOIO paBHOBECHS; OJHAKO S5TU SKCIEPUMEHTHI
TIpeiINPUHUMAJIUCh  [I/I1  TIPU3HAKOB, TIPUCTIOCOO/IEHHOCTh  KOTOPBIX — 3aBHCHT
aiTUTUBHO OT KOMOWHAIMI TeHOB, a He smmcTtathuuecku. C. PallT ke CTPOW/ CBOMO

TeOpUI0 UMEeHHO J1JIs AMUCTaTu4ecKoro ciaydasi [11, c. 66].

Cnenyer otMmetutb, uro C. PailiT mpepmnosiaran, 4To aJanTUBHBIA JaHIabT
MO>KeT MEHATbCA B pe3yJ/ibTaTe H3MeHeHHs Cpefibl, a TakKe yAessa OosbInoe
BHUMaHHe SMMUCTaTUYECKUM B3aWMO/JIEMCTBUSIM MeXAy TreHamu. M3mMeHeHue

na"gmadTa Takke oberyaet Ajist MOMYJ/ISIMMN TepeceveHre alalTUBHBIX JI0JTHH.

1.2 IIpocTpaHCTBO YACTOT FeHOTUIIOB B IONY/ISLUUA

P. Jleeontun (R. Lewontin) u K. Kouimma (K. Kojima) Ha oCHOBe [aHHBIX
M. Yaiira (M. White) 0 XxpOMOCOMHBIX WHBEPCUSIX Y aBCTPAJTUNCKUX KOPOTKOYChIX
MpSAMOKPBLIbIX Moraba scurra BriepBble MOCTPOW/IM SMIOUPUYECKAU aJalTHBHBIU
na”AmadT Ha MPOCTPAHCTBE YaCTOT FeHOTUIIOB B MOMYJSLUSX [Jisl IBYXJOKYCHOT'O
cnyuas [16-18]. B aToit Mojeny 3BOMIOLMM aIalTUBHBIN JaHAIIAdT TpeCcTaB/seT
co0oif TpexMepHYI0 KOHCTPYKLIMIO; Kakzaast Touka (X,Y,Z) COOTBETCTBYeT CpejHei
TIPUCTIOCOOIEHHOCTH Z B TIOIYJISIMH C 3aflaHHBIMU YacToTamu (X,Y) anneneii B AByX

nokycax. AHanu3 JaHHOTO jaHziadTa MO3BOJU Clle/laTh Ba)kKHOe HaO/o/ieHre O



22
Ha/TMYKWU 3TINCTA3a ABYX JIOKYCOB C MHBEPDCHUOHHBIM l'IOJ'II/IMOp(bI/IBMOM.

C. Palit ynomMuHan o faHAmiadTe YaCTOTHOTO THIIA B CBOEM COOOIIEHUH
P. ®uiiepy, a Takke B paboTe, TpejicTaBlieHHONW BO (paHI[y3CKUii COOpHUK I10
cTaTUCTHUeCcKou Oomosoruu [11, c.9], ofHaKo B ero OCHOBHBIE pabOTRI 3Ta MO/Ie/b He

BOII/IA.

C. TI'aBpuriers (S. Gavrilets) oTmeuaeT, uyTo JaHAIIadT YaCTOTHOTO TUMa (THUII 2)
MOXXeT OBITHb TTOyuYeH M3 jaHfIadTa, TOCTPOEHHOIO0 Ha ITPOCTPAHCTBE T€HOTHIIOB
(tunt 1): B naHAamadte 1-ro TUMa TPYIIbI TOYEK COOTBETCTBYIOT TIOMYJISLIUSIM,
C/lejoBaTe/IbHO, Ui  Ka)KAOW TIOMY/SIIUM MOTYT OBbITh paCUMTaHbl YaCTOTHI

TeHOTHUITOB U CPe/IHsSIs pUCITocobieHHOCTh [9, c. 32].

[Tpu yBe/nMueHWH KOIMYeCTBa JIOKYCOB JaHIadT 2-ro TUMa NpubmmKaeTcs K
nanAwadty  1-ro  TUMa:  KOJIMUYEeCTBO  BO3MOXHBIX ~ T€HOTUIIOB  pacTeT
9KCTIOHEHIIMa/lbHO, TpPU 3TOM YacToTa OO/BLIMHCTBA W3 HUX paBHA HYJIIO,
ClefoBaTelbHO, TIOMYJ/SILUM  XapaKTepPU3YKOTCSI 4YacCTOTaMM  TPUCYTCTBYIOIIUX

IeéHOTHUIIOB, UTO ABJIAE€TCA 0COOEHHOCTBIO naH,qma(bTa 1 Tuna.

1.3 AjanTuBHBIN JTaHAMADT C r7100a/TbHBIM MHKOM

P. ®wurtiep miperiosnarasi, 4Tto MPH POCTe pa3MePHOCTH a/IalITUBHOTO JlaHAmadTa
(rpu yBeIMUeHWHM KOJMUeCTBa pacCMaTpPUBAaeMbIX JIOKYCOB) JIOKa/IbHbIE aflaliTHBHbIE
MUKW CTAHOBSITCSI CEJJIOBLIMM TOUKAMM, W CYI[eCTBYeT eJWHCTBeHHasi KOMOWHaI[s
asiesied, Aaroiiass MakKCUMa/IbHYIO TIPUCIIOCOOIEHHOCTb, UTO TTO3BOJISIET TTOMYJISIIUN
JIOCTHUb I'7100aMbHOTO KA O71aroziapsi eCTeCTBEHHOMY 0TOOpY 6e3 meMCTBHUS APYTUX
(dakTopos 3Bomonuu [19; 9, c. 36; 5, c.218].

dyHaaMeHTanbHas Teopema P. dwuiliepa ¥ COOTBETCTBYIOIIWI el afanTUBHBIN
naHgmagT M3BeCTHBI B OCHOBHOM B uHTepripetaiuu C. Paiita, Kak ciayuait

JIOKaJ/IbHOM ddlITallii B OTCYTCTBHE 3IIMCTd3d, W/IM KdK MeJJjIeHHad aAdllTallkud B
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OO/MBIITION  MAaHMUKTUYECKOW TOMyJALyUd. Mofie/ib  aflalTUBHOTO  JaHmadTa
P. ®uiepa HaxOAUT CBOe TMpPHMEHEHUe B HEKOTOPBIX CIeljuasbHbIX C/Iyyasix: IpU
aZiIMTUBHON M MY/JbTUIUIMKaTUBHON cxeMe BK/aJia ajijiesied B TPUCIOCO0/IeHHOCTh
(oTCyTCTBHE SMMcCTas3a), B Cayuyae, KOI/ia TIPUCIIOCOO/IEHHOCTh 3aBUCHUT OT
KOJIMUeCTBa BpeAHBbIX aslesied, NpU U3yYeHUW ajanTaluu B OKPeCTHOCTU
JIOKaJIbHOrO MuKa [9, c.38].

OpHako B JieHCTBUTeTLHOCTU pe3ysibTaT P. ®duiiepa ropaszgo cunibHee [20,21,22].
Llens P. ®dumiepa cocTosiia B TOM, uTOOBI U30/IMPOBAaTh OTOOP OT BCEX OCTa/IbHBIX
(haKTOpPOB 3BOJIIOLMOHHOTO MPOLIeCCa U TTIOCTPOUTh 3aKOHBI COXPaHEeHUsT. DTU 3aKOHBI
JeNCTBYIOT i Mr000M peanbHOW TIOMYJISALIMMA, OJHAKO, 4YTOOBI IIpeicKa3biBaThb
JIOITOBpEMEHHYI0 JMHAMUKY TaKOW MOMyJIALUM (B UeM 3ak/touasach 1enb C. Paiita),
Heo0X0MMO yUHTHIBaTh BCe OCTa/IbHbIEe (DaKTOPBHI.

[TepBbii U3 3aKOHOB P. ®duillepa — WHBAPUAHTHOCTb CKOPOCTH YBEIWUYEHUS
CpeJHel TIPUCIIOCOOIEHHOCTH B TIOMYJISILIUM 3a CUeT eCTeCTBEHHOTO 0TOOpa, KoTopasi
MIPOTIOPI[MOHA/IbHA ~ TeHeTMUeCKOMYy  pa3HooOpa3wio B monyisiuu.  [lof
VHBApUAHTHOCTBI0 TOHUMAEeTCs HEe3aBUCMMOCTb STOr0 COOTHOIIEHUSI OT MHOTUX
KOHKDETHBIX  JleTajied TeHeTWKW W SKOJIOTHM  TIOMyJ/SALUWA:  0CoOeHHOCTeH
CKpellMBaHus1, JOMUHHUPOBaHUs, (hakTopoB cpefibl. P. duiiiep BK/IOUaa 0COOEHHOCTH
JIOMUHUPOBaHUS U 3MHcTa3 B (akTophl cpefibl. [Tog otbopom P. duiiep moHuman
BbDKMBaHUe Hanbosiee TpUCIIOCOO/IeHHBIX TpY Aud@epeHI[HaibHOM pa3MHOXKEeHUH,
He BK/IOUass B OTOOpHbIe 3(PdeKThl M3MeHeHWe Cpe/iHell MPHCIIOCOO/IEHHOCTU B
TIOMYJISILIMY 3a CUeT U3MeHeHUs Cpe/ibl (ajanTaruto).

Bropoit 3akoH P. ®wuinepa 3ak/iroyaeTcsi B TOM, UTO CpPeJHsISi CKOPOCTb pOCTa
Tony sy (MPUCTIOCO0/IEHHOCTL) B JIFOOOM MOMEHT BpeMeHHW 0/iM3Ka K Hymio. B
C/lydae OTK/IOHEHUH 3TOTO 3HaueHHsI OT HyJ/s MO0 UMC/IEHHOCTD TIOMYJISILIUA PacTeT
no  OeckoHeuHocTH, MO0 TIOMyJsALMS  BeIMHpaeT. JItoboe  yBenMueHue
TIPUCTIOCOO/IEHHOCTH 3a cueT OTOOpa KOMIIEHCHUDYeTCs YMeHbIlleHHeM 3a CueT
JercTBUS M3MeHeHU cpefibl ((pakTop 0beqHeHUsT Cpe/ibl): HallpUMep, YMeHbILalTCs

pecypchl WM Bo3pacTaeT BHYTPUBUA0BAs UM MeXBU/I0Basi KOHKYPEHLHSI.
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P. ®umiep nonarasi, 4to GuIyKTYUPYIOIIUiA 0TOOP TIPUBOUT K TOSIBJIEHHIO HOBBIX
KOMOMHaI[Mii arulejied Ha HM3KMX YacToTax C Oosbllleld CKOPOCTbIO, ueM
reHeTUYeCKui Jpeild, a 3aTem 3a cueT 0TOOpa 3T KOMOMHALIMKA PACIIPOCTPAHSIFOTCS
no monynasguu. CriefoBaTenbHO, [/ OOBsicHeHUsT ObICTpOW ajanTaluu U

pa3Hoobpa3us rofipas/iesieHye TOMysLuy Ha AeMbl o C. PaliTy ussnuiiiHe.

1.4 ApanTuBHbBIN TaH AT HA/L MPOCTPAHCTBOM MOC/IeA0BaTe/TbHOCTEH

k.M. Cmutr (J. M. Smith) mpeaysioxun mMoze/b 3BOJIOLMM Kak JBWXeHHEe B
JUCKPETHOM TIpOCTpaHCTBe OenKOBBIX TocaenoBaTesibHOCTe [23]. Cratbsi He
COJIeP>XKUT TIOHATUS “aJlanTHBHBIA faHAadT”, OJHAKO BBOAUT TIPOCTPAHCTBO
OenKOBBIX MOC/e[0BaTe/IbHOCTEN, MeXK/y KOTOPhIMU BO3MOXKHBI TTepexo/ibl, a TakxKe
OTMeuaeT, UTO eCThb T0C/Ie/IoBaTeTbHOCTHU, UMeIOIIe CMbIC (bromornueckuii) U He
VMeIoII[ie TaKOBOTO, U UTO HEKOTOpble M3 T0C/eZiloBaTeTbHOCTeH AAl0T OOMBIIYIO
TIPUCITOCOO/IEHHOCTh B KAaKUX-TO ycioBusiX. ®@aktuyecku k.M. CMUT omnuchbiBaeT
IIPOCTPAHCTBO TIOC/IeIOBAaTeIbHOCTEN Y HEKOTOPYIO (DYHKIIMIO MPHCIIOCO0/IEHHOCTH.
Kpome 3TOT0, TOBOPSI O BO3MOYXKHOM HU3KOW TIPUCIIOCOOIEHHOCTA TPOMEXKYTOUHBIX
BapUaHTOB, COCECTBYIOIIMX C ABYMsS BbICOKOTpUCIOCOO/eHHbIMHU, k.M. CMur
OMUChIBaeT W3/I0MAaHHOCTh JaHAiadTa, He JaBas CaMOro TepMHUHA. besKoBble
T1I0C/Ie[OBaTeMbHOCTU (OPMHUPYIOT CeTh (CBSI3HBIA JaHAmadT), ecau Ajs Jiroboro
Oeska HablieTcssi XOoTd Obl  OAWH, [JOCT)KUMBIM  OZIMHApDHOW  3aMeHOM,
TIPUCTIOCOO/IEHHOCTh KOTOPOro Oorbllle MM paBHA IPHCIIOCOOIEHHOCTA JJaHHOTO
Oesmka. BeposiTHOCTH HaliTh Oe/IOK, WMEIOIUH OWOMOTrHYecKHid CMBIC, BOJIM3H
JpYTroro Takoro Oejika BbIlle, YeM CpeAM C/IydalHBIX TOC/iefoBarebHOCTed. [ljis
3afiaHHoro Oenka ayuHOW L=100 aMHUHOKHMC/IOT [JOCTW)KAMBIMM 3a 1 MyTaluro
sByisitoTcs ipuMepHo 1000 GenkoB (KM3-3a OrpaHUUEHUl reHeTHUecKoro Koza). Eciu
naHmmadT SBASETCS CBS3HBIM, TO [UId 3aflaHHOTO Oejika BEPOSITHOCTb HAWTH
9BOJIIOIJMOHHO JIOCTYITHBINA BapUaHT A0/DKHa ObITh Gombire 1/1000, ciemoBaTesbHO,

MIPOCTPAHCTBO T0C/Iel0BaTe/IbHOCTeNl KMeeT YIUIOTHEeHUs: — obsactu 06enkoB C



25

BBICOKOU MTPUCIIOCOO/IEHHOCTBIO.

B mogemn k.M. CmuTa TIpUCOoCcO0/IeHHOCTh OeMKOBOM T0C/Ie[J0OBaTeIbHOCTH
He MEHSIeTCSI CO BpEMEHEM.

. Tloosoukass (I. Povolotskaya) u @®. KongpawoB (F. Kondrashov) [24]

I[IOKa3dJ/IM, 4YTO PdCXOXJeHue OeIKOBBIX HOCH@AOB&TGHBHOCTEﬁ B IJI00a/JILHOM

MPOCTPAHCTBE BCe ellje TPOMCXOJUT, HecMOTps Ha ~3,5-10° 1eT 6e/IKOBOI 3BOMIOLMN.
[encTBUTENBHO,  KOJMYECTBO  aMMHOKWUCJIOTHBIX 3aMéH B  COBPEMEHHBIX
10oC/eJ0BaTeIbHOCTSIX, KOTOpble YJAAJISIOT WX OT TOMOJIOTUYHBIX JIPeBHEUIINX
Noc/e0BaTeIbHOCTEN (BEPOSTHO, TPUCYTCTBOBABIIMX B TE€PBUUHBIX OpraHU3Max
(LUCA)), Oonbile, yeM KOIMYECTBO 3aMeH, MPUOMDKAIOIMIMX COBPEMEHHbIe
TI0C/IeZIoBaTeTbHOCTH K TIPEJKOBBIM. OTO BEPHO i JHOOBIX pPacCTOSHUNM MeXIy
COBPEMEHHBIMU U IPeBHEUIIIMMU TT0CIe0BaTeTbHOCTSIMU.

Crosib MeZiyIeHHasi CKOPOCTh Oe/TKOBOM 3BOJIFOI[MM Ha alaliTHBHOM JiafHIIadTe
MO>KeT OOBSICHATHCS €€ SMUCTAaTUUECKUM XapaKTepOoM: BK/IaZl B IPUCTIOCOO/I€HHOCTh
AMUHOKMC/IOTBI B HEKOTODOM CaWTe 3aBUCUT OT HaJIWuusg OIpe/eeHHbIX
aMUHOKMC/JIOT B [JIPyTUX CaWTax, 4TO [ejiaeT aJalTHUBHBIA JaHAIIA(T CUIbHO
V3JI0MaHHbIM, a MepeIBKeHre 10 HeMy — 3aMe/|/IEHHBIM.

[TageHue oTHOCKUTETBHOW (HODMUPOBAHHOM Ha JUBEPreHLINI0 B CHHOHUMHAYECKUX
calTax) CKOPOCTH KOHBEPTeHTHOU 3BOJIFOLIMU C PACCTOSTHUEM MeXXIy COBPEMEHHOM U
JIpEBHEU TOC/e[j0BaTe/IbHOCTAMM, U TPAaKTUYeCKW HeU3MeHHOe 3HaueHue CKOPOCTH
JIs1 AVBEPreHTHOM 3BOJTFOLIUM, TOATBEP KJAl0T SMUCTaTUYeCKUM XapakKTep mpoliecca
(24, PucyHOK 5).

M. Bbpun (M. Breen) u coaBTOopbl [25] Ha Habopax OpTOJIOTUUHBIX
riocsiefioBaTelbHOCTeHN /11 13 MUTOXOH/IpHabHBIX, 1 XJIOPOM/IACTHOTO U 2 Si/JePHBIX
TeHOB, Ka)KIbIM W3 KOTOpPHIX cocTosyi u3 Oomee 1000 mociemoBaTebHOCTEH,
10Kas3aqv, 4TO CpeJHee KOJIMYEeCTBO [OIMYyCTUMbIX aMHUHOKHMC/IOT B CauTe pPaBHO
BocbMu. CrieloBaTe/IbHO, B OTCYTCTBHE SMUCTAaTAUECKUX OTrPaHUUEHUM MOXKHO
OXXMJaThb CpeJHel CKOPOCTHM HEeCMHOHUMHUEeCKOH 3Bo/toLuH, paBHou 8/20 = 0,4 ot

CKOPOCTM  HEWTpa/lbHOM  SBOJIIOLUMU. B [eMCTBUTENIBHOCTM  CKOPOCTH
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HEeCUHOHUMUWYECKOW SBOJIFOL[MM Ha MOPS/IOK MeHbIIe, UeM OKHJIaeTCsi B OTCYTCTBUE
3MMCTa3a. IJTO ellle OJWH apryMeHT B TMO/b3y Tpe/CTaBieHuid 00 H37I0MaHHOM

aZlalITUBHOM JIaHALLIaTe.

1.5 /IBoiiHbIe 3aMeHbI HA MyTal[MOHHOM JIaHAIIadTe

k. T'nnnecrin (J. Gillespie) paccmoTpen Mozenb 3BOMIOLMA HAa afalTUBHOM
naHamadTe B TPOCTPAHCTBE HYK/IEOTUAHBIX MocaefoBatensHocTelt JHK mof
netictBreM otbopa [26; 27, c.241].

Annens B JIoKyce AivHOW D Hyk/ieoTH0B uMmeeT 3D cocefield, NOCTHKAMBIX 3a
OJIMH MYTaLMOHHBIN wiar. [IycTb B JTOKyCe HET HEMTpaJbHBIX asiesiel — BCe ajieu
o0/1azaroT pa3HoM MpUCocob/eHHOCThIO. B Haua/libHBIE MOMEHT BPEMEHH B JIOKyCe
3aUKCUpPOBaH ajjie/ib C MaKCHMaJbHOM IIPUCIIOCOO/IeHHOCTRI0 U3  3D+1
OKDeCTHOCTU ajijiefieid. B mpocTpaHCTBe Moc/eoBaTe/IbHOCTeN CyIleCTBYIOT Oosiee
nipycriocobieHHbIe asijiesid, 0JHAKO OHU HaXOASATCS Ha PacCTOSHUSX BYX U Oosee
MYTAal[MOHHBIX I1aroB. YacToTa OAMHOUHBIX HYK/I€OTUAHBIX MYTAllUil COCTaBJsSieT
okomo 10°-10° cobbiTMii Ha HYK/IEOTHIHLIM CalT B TOJ, IOTOMY CKOPOCThH
JIBIDKEHUsI TIOMY/ISILIUM B TPOCTPAHCTBe T'eHOTUIIOB Maja, U BePOSITHOCTh (PUKcaluu
aJijiesisi Ha pacCTOSTHUM JBYX U 6oJiee 3aMeH OT TeKyliero 6/11M3Ka K HyJIi0.

B teopuu [Ix. 'vinecnu anenu, KOTOpble B TEKYLLMKA MOMEHT pacCLIeruIsiOTCS B
TIOMY/ISILINK, y>Ke 00/1a/latoT BBICOKOW TIPUCIIOCOO/IEHHOCTBIO 3a CUeT Tpeblayliei
ajlariTal[iy, TO03TOMY HOBble ajieid OTOMparOTCs W3 XBOCTa pacrpefesieHus
nipucriocobnenHocreli (ko3¢ duimeHToB 0TOOpa), UTO TO3BOJISIET WCIOIb30BaTh
TEOPUI0 SKCTPEMa/IbHbIX 3HAaUeHUM U TIONyYuTh pe3yJibTaThbl, He3aBUCHUMbIE OT
KOHKDEeTHOTI'O BH/ja pacrpe/eneHus..

B pe3ysibTaTe M3MeHeHUs Cpefibl peXKUM 0TOOpa MeHsieTcsl, U B 3D-0KpecTHOCTH
TeKyIllero asiesisi MOXKeT BO3HUKHYTh OoJsiee TIpUCIiocoOsieHHbIN asnnenb. Eciu oH

HauHeT (DUKCUPOBAThCS B TIOMYJ/SI[MH, TO Ajsi OTOOpa CTaHYT [JOCTYITHBIMH elije
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3D - 1 HOBBIX ajliesied, Cpeu KOTOPBIX, B CBOIO OUepe/ib, MOYKeT 0Ka3aThCs ajlielib C
errie OosbIiieid IPUCTIOCOOIEHHOCTRIO.

k. T'nnnecnu fefiaeT BBIBOJ, UTO [IBWD)KEHHE T10 JaHAIadTy TTPOUCXOIUT B BU/jle
“Bcrbilliek”, T.e. OBICTPBIX TIOC/eAOBaTeTbHOCTEN W3 HECKOJbKUX 3aMeH, W
OLIeHMBaeT [JIMHY TAaKOW BCTBILIKK B 1,5-2,5 annenbHbIXx 3amelrjeHus. JIroOas
MyTaLusi, KOTOpasi MO3BOJISIET TPOJBUHYTbCS K JIOKAJIbHOMY aJalTUBHOMY IIUKY,
CTIoCcOOCTBYeT CrefiyIoliell MyTaljiu, KOTopasi IepeBOAUT TeHOTUIT elrle O/mke K
aZlal TUBHOMY THKY .

Takol pe>XuM 3BOTIOLIMOHHOW AWHAMUKW MPUBOAUT K 3HAUWUTETbHOW AUCTIEPCUU
CpefHer CKOPOCTH 3BOJIIOLMU B Pa3/IMYHbBIX JIMHUSAX, UTO COIJIACYeTCs C OLeHKaMH,
TMOJIyYeHHbIMU Ha OCHOBE M0C/IeJ0BaTeIbHOCTEH.

k. T'mnnecnu mMoKasbiBaeT, UTO CpeJHee BpeMsl OXXWJaHWS [BOWHOU
1oC/ieJoBaTeIbHOM  3aMeHbl, B KOTOPOU TMPOMEXYTOUHBIM a/yieJib  MeHee
nipucriocobned  (afanTvBHas [0/MHA), OOpaTHO TIPOTIOPLIMOHAIBLHO —KBaZpaTy
YacTOThl MyTalldii U ¥ 0OpPAaTHO MPOTOPIIMOHATBHO YMCIeHHOCTH TOMYJIALUU n (S U

s — k03 duieHTh 0TOOPA Ha MEPBYIO U BTOPYIO 3aMeHY) :

S
2nu’s .

t~

OTOT pe3ynbTaT NMPOTUBOpPeuuT pe3ysbrary C. PaniTta [28], KOoTOpbIM MOKa3biBal,
YTO CKOPOCTb IepeceyeHusi aJalTUBHBIX [JOJMH yMeHbLIaeTCs C POCTOM pasMepa
nonyasiuu. CornacHo [bk. ['wnnecnu, JAUMUTHPYROLIMM (aKTOPOM afiamnTaliu
SIB/IIETCSI MMEHHO CKOPOCTb MyTallud, U ueM Oosbllie TOMyJsALusi COAEepPKUT
Pa3UUHBIX Te€HOTUIIOB, TeM O0osiblliee KOIMUeCTBO MYTAI[MOHHBIX BapHUaHTOB eH
noctyrnHo. CornacHo C. Paury, nepeceueHre afianiTUBHBIX JOJIMH OCYILIECTB/ISIETCS 3a
CYeT reHeTUYeCcKoro Jperiga, BAUsHAe KOTOPOTO TeM CU/IbHee, YeM MeHbllle pasMep
TIOIYJIALUY.

[Ipenmnonioxenus k. ['miecnv o “BeribiliKax” 3aMeH MOATBepAUIUCE aHAIU30M
HEeCUHOHUMUWYHBIX 3aMeH, MPOUCXOJALMX B OJHOM KOJOHe, B 3BOJIIOLIUM MBI U

KpbICHI [29] u BUpyCcOB MMyHO/eduiuTa yenoBeka [30].
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1.6 AganTuBsabii Jangmagt M. Kumypsbl

B HeuTpanbHOM TeopuM MOJIEKYJISIpHOU 53BoioLMu M. Kumypa, k. Kunr
(J. King) u T. JIxykc (T. Jukes) [31,32,33] yTBepzAaioT, uTro Oobiliass 4YacCThb
MyTaliid UMeroT Marble Ko3hduieHTsl 0TOOpa, W, C/lef0BaTeNbHO, UX YaCTOThI B
TIOMy/ISILUA  TJIaBHBIM 00pa3oM  orpefiesisitoTcss He O0TOOpOM, a MyTal[MOHHO-

Zper(OBbIM PaBHOBECHEM.

COOTBeTCTBYIOIIMM  afATUBHBIA JlaHAIIAPT UWMeeT BUJ, TOBEPXHOCTU C
He3HAuWTeTbHLIMM TIMKAMM W J0JIMHAMU, TaKOW, UTO Tiepexof, M3 Jiobol TOUKH
naHgmagTa B COCEJHIOID He  COMPOBOXKIAETCS  OOJIBIIMM — HM3MeHeHHeM
npucriocoOieHHOCTH.  BakHeMiielk 0COOEHHOCTbIO JUHAMUKH Ha  TUIOCKUX
naHamadTax sBASETCS HEe3aBUCMMOCTb CKOPOCTU 3BOIOLMU OT UKC/IEHHOCTU

MOIYyJIAyn, IMpHr yCJI0BHUH, UTO UKMC/IEHHOCTD IIOITYJ/IAIWMKY KOHEeUHd.

[Tnockuii nanamapt M. Kumypbel, COOTBeTCTBYIOIMM HeWTpa/JbHOW TeOopuH,
MPDUMEHSIETCSI B KaueCTBe HYJIeBOW MOJeNu B MOMYJ/SLUMOHHO-TeHEeTUUeCKUX
vccnefnoBaHusax. Kpome TOro, 3BOMIOLMS  HEKOTOPBIX —I0C/Ie0BaTe/IbHOCTeH,
Harp¥Mep CHHOHMMMWUYHBIX CAaUTOB WIM MEXIeHHbIX YYaCTKOB, He HeCyIIux

perynasTopHou QyHKIuM, 6/1M3Ka K HeUTpaTbHOM.

BakabiM 0000111eHreEM HEMTpasbHOM TEOPHH CTala OKOJIOHEeUTpanbHasi TeopHs
T. Otel (T. Ohta) [34,35,36]. B aT0li Teopun BBOAMTCS K/IacC OKOJIOHEWTpaIbHBIX
MyTalliid, UWMeIoIMX Majble Ko3dduieHTs oTOOpa: c/aboBpedHble U
caborione3Hble MyTalvd. BeposTHOCTb MX (UKCAL[UM 3aBUCHT OT COOTHOILIEHUS
g dexTBHOCTU OTOOpa W TeHeTUueckoro Jpeiida. B momynsiusx OGosblioi
yrcsieHHOCTH Oosiee 3ddekTrBeH 0TOOP, a C YMeHbIlIeHHeM YKMC/IeHHOCTH BJIHSHUE
orOOpa yMeHbIIIaeTcsi, a TeHeTHUYeckoro jpeiida — Bo3pacTaeT. AJaNTHUBHBIN
naHgmadT B 3TOM Caydae TmpefcTaBiseT coboil Moaudukauyio JaHAmadra
M. Kumypbl — 3T0 U3/I0MaHHbIN JaHAIIadT ¢ 6OMBLINM KOTMYECTBOM IMUKOB U JJOJTUH

HeOOJIBITION aMIITUTY/bI, U C HeOOJIBIITUM KOJTUUECTBOM OOJIBIITUX TTMKOB U TJTyOOKUX
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ponvH. [lomynsius 3aHMMaeT Ha JaHAmadTe HeKoTopyr o6macte, a He
cocpeJioTOueHa B O/IHOM TouKe. [Ipy 3TOM MOy /AU MaIol YUC/IEHHOCTH MOYKET He
yIep>KaTbCs Ha JIOKaTbHOM HeOO/BIIIOM IMHUKe B pe3y/bTaTe AeWCTBUS CITyYalHOIO
apeiida, a B ONy/si[uy O0MBIION YMC/IEHHOCTH O0TOOP “3aMeTUT” ayke HeOOBbIIION

aJlaliTUBHBIN UK.

[nsi  OKONMOHEeMTpa/bHOM MoOJle/id  SBOJIIOIMKM Ha aJlaliTUBHOM JaHAIadTe
0CTaeTCsl OTKPBITLIM BOITPOC, ITOCTaB/IeHHEIH elrje C. PaiitoM, o ToM, KakuM 0Opa3om
TIOMY/ISIMS OO/BIITION UYHMCIEHHOCTH CMOYKET JOCTHUYb BBICOKOTO a/IalITUBHOTO TIHKA,
eC/IM Ha TIyTM K HeMY pacliojiaraloTCs aJlaniTHBHble TMKU MeHbllleld BbICOTHI.
[Tonyuaetcsi, uro ueMm 6osbIle 3hdEKTUBHBINA pa3Mep MOIYJSAIUH, TeM TpyAHee el

6Y,Z[€T B 3TOM CJ/1Iydd€ OKd3dThbCA Hd BbICOKOM da/IalITUBHOM ITHKE.

1.7 ApanTHBHBIE NPOTy/JIKH HAa M3/I0MaHHbIX JIaHAIIagTax

[ToHumMaHue 3BOJIIOI[MOHHOTO TMpoljecca Kak [ABWKEeHUs TI0 a/IaliTUBHOMY
naHamwadTy, TOCTPOEHHOMY B  TMPOCTPAHCTBE  JUCKDPETHBIX  MPU3HAKOB
(MOMeKyJISIDHBIX TIOC/Ie/JOBaTe/IbHOCTe), TIPUB/EK/IO0 B 00/acTb SBOJHOL[MOHHOMN
OuoMIoTUM  CITeL[UA/IMCTOB TI0 HeJMHEWHOW JUHAMHKe MHOTOKOMIIOHEHTHBIX
JUCKPEeTHbIX cucteM. W3 BakHeWmmx paboT B 3TOM HarpaB/ieHUW CliefyeT

ynoMsiHyTb paboTsl C. JleeuHa (S. Levin) u C. Kayddmana (S. Kauffman) [37,38].

C. JleBun u C. Kay(ddman nokasanu, uTo Mpy pocTe pa3MepHOCTH aJalTUBHOTO
naHawadTa, Kak U Tipeanonaran P. ®wuinep, joKalbHble TMKA CTaHOBSITCS
Ce[/IOBbIMM TOUKaMH, OJHAKO B TO >Ke BpeMsI BO3HHUKaeT MHOKeCTBO HOBBIX
JIOKaJIbHBIX TIMKOB. TakuM 00pa3oM, C pOCTOM pa3MepHOCTU JaHAIIadT CTaHOBUTCS
6omee M3/I0MaHHBLIM U JOCTI)KeHUe TJ1I006a/bHOTO MUKa JIMIIhL B pe3yJ/ibTaTe /1elCTBUS

0T60pa CTAHOBUTCA HEBO3MO>KHBIM.

[lporynka Ha ajanTtuBHOM faHAmadTe (adaptive walk) — 3To mporjecc
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yepelioBaHusl TMOCJ/Ie/IOBATEIbBHOCTU TE€HOTUIIOB B XOZ€ 3BOJIOLMM, B KOTOPOM
KaXKbIM C/IeYIOLIUA T€HOTHUIT OT/IMYaeTCsl OT MPeAbIAYILero OJAHOU HYK/IeO0THUAHOU
3aMeHOM, a Takke He Xy/leid TpUcroco0eHHOCTh0. HauanbHas TOUKa MpPOry/Ku
BLIOMpAeTCs C/Iy4yaliHO, KOHEYHON TOUKOM CTAaHOBHUTCS JIOKAJbHBIA a/alTTUBHBINA
MWK — Takasi TOYKa Ha aJalTHBHOM JaHAmadTe, BCce cOoceau KOTOPOM HUMEIOT
MEHBIIYI0 TIPUCITIOCOOIEHHOCTh. [ITMHA a/lalTUBHOM TIPOTYJIKA — 3TO KOJMUYEeCTBO

3aMeH OT Haua/IbHOM [0 KOHEUHOU TOUKH.

B pabore C. JleeuHna u C. KayddmaHa agantuBHasi Mporyaka — 3TO MOJe/b
5BOJIIOLIUM YCPEJHEHHOIO0 TeHOTWIIa B TMOMYJ/SLUH, WM TeHOTUNa CO CpefHeMr
TIPUCTIOCOOIEHHOCTEI0. Mojiesib  COJIeP>)KUT HeCKOJbKOo yripoienui [9, c.50]: B
MOMNYJISIUMA OTCYTCTBYeT W3MEHUMBOCTb, BpEJHble MyTalUd He (UKCUPYIOTCS,
T0JIe3Hble MyTallUd He TepSIFOTCSs, BEPOATHOCTh (PUKCALIMA He 3aBUCUT OT YaCTOTbI

My TaL1H.

HecmoTpst Ha 3HauMTe/IbHBIE Y HEpeaIMCTUYHbIE YIpoleHus, mogeb C. JIeBuHa
u C. Kaybdmana, obmajasi 3HaUMTe/NbHOM YHHUBEPCA/TLHOCTBIO, CIIOCOOCTBOBAJIA
WM3YyUeHUIO0 [JWHAaMWKKA Ha W3/IOMaHHBIX JaHAmadTax, MOpUUYeM He TOJbKO B
9BOJTIOL[MOHHON OHO0/IOTHH, HO W B APYTUX 00/acTsAX 3HaHUS: (pU3MKe, SKOHOMHUKE,
TeOpUM a/IFOPUTMOB U T.A. Ha JaHHbBIII MOMEHT KOJIMUeCTBO CChIIOK Ha 3Ty paboTty

npubmkaetcs K 900.

Cpeay OCHOBHBIX pe3ynbTaTOB wuccienoBaHusi JleBuHa-Kayddmana cneayer
OTMETUTL HECKOJBKO MOMeHTOB [9, c.50]: Ko/muecTBO /IOKa/JBHBIX ITUKOB OY€Hb
BEJIMKO, JI/Isk TeHoTuMNa JyiiHoM 100 HyK/IeOTHZ0B OHO COCTaB/sieT okoso 1,26 x 10%;
C KaXXIbIM aZIalITUBHBIM I1arOM KOJTMYECTBO [JOCTYMHBIX B JaJbHEUILIEM aJalTTUBHBIX
IIIarOB YMeHbIIIaeTcs B 2 pa3a; MPOTYJ/IKH 10 O/IyKakIiero a[aliTUBHOTO IMMKAa UMEFOT
HeOOMbINyI0 AJIMHY — B cpegHeM 6,33 1mara ajs reHorurna B 100 Hyk/1eoTwujoB
(cnefyeT OTMETHTb, UTO 3TOT pe3yJ/bTaT XOPOIIO KOppenupyeT C COOOpaKeHUsIMU
k. Twanecnu O [jIMHe 3BOJIIOLIMOHHBIX — “BCIIBILLIEK);  OXKUZaemoe BpeMs

AOCTH)KE€HHs JIOKA/JIBHOI'O IMMKd, KOTOpO€ BKJ/IIOYdeT M BpeMs IIOMCKa C/1eAYROIIero
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dIdlTTUBHOI'O IIldr'a, IPOIIOPLIMOHA/IBHO [OJIMHE TEeHOTUIId; W3 M000M HauyaIbLHOU
TOUKH JIaH,Z[HlaCbTa MOXHO [JOCTHUYb JIMIIIb HeOOJIBIIOr0 KOJIMYeCTBa d1aITTUBHBIX
IMMKOB, W, HAIIPOTHUB, Ka)K,E[BII‘;I aﬂaHTHBHLIﬁ TIUK MOJKeT OBbIThb AOCTHUTHYT M3 BeCbMd

He0O0JIBIIOr0 KOJTMUeCTBa Havya/IbHBIX TOUEK.

[To>kanyi, r/ilaBHBIM pe3ynbTaToM Mojienu JleBuHa-KayddmaHa MOXKHO CUMTATh
TIPOUCXO/ISIIYI0 Ha M3/IOMaHHBIX JaHAmadTax “Katactpody C/I0XKHOCTA”: C pOCTOM
JJIMHBl TEeHOTUIa W3/I0MaHHOCTh JiaH[madTa BO3pacTaeT, CpeJHss BbICOTA
JIOKaJbHOTO THMKa CTPEMUTCS K CpeJHed BbICOTe BCeX THMKOB Ha JiaHAmadTe,
TIOMYJISIMS 3@ CUeT 0TOOpa He B COCTOSTHUM JJOCTUUDL PEeJKUX BBICOKHX aJJalITUBHBIX
TTUKOB, TI03TOMY CpeJHsisi IPUCTIOCc00/1eHHOCTh B TIOMYJISILIA MO, ZielcTBUeM oTOopa

CTpeMHUTCHA K CpeJHHUM 3Ha4Y€HHAM BbICOTHI ITHMKA JJId BCETro naH,qmatha.

1.8 NK-mopenn C. Kaydpdmana

NK-mogens  u3nomanHHoro azantuBHoro jganamagra C.  Kaydbdmana
[38, c.40; 39] MoMHUMO TeHOTUIIOB ¥ IIPUCITOCOO/IEHHOCTH BK/IHOUAET SMMUCTaTHUeCKHE
B3aMMOJIEWCTBUS: B TeHOTUIle IMHOU N HyK/IeOoTUAOB BIUsSHME JOKyca X Ha
nipucriocobeHHOCT cBsizaHo elfe ¢ K nokycamu. B mogenu C. Kayddmana
W3/IOMaHHOCTh JlaHZIIa(Ta peryampyeTcsi COOTHolleHreM TapameTpoB N u K: mipu
K=0 nangmadt rnagkuid, npy K=N — MakCHUMa/ibHO K3/I0MaHHbIi. COOTBETCTBEHHO,

JAJIMHA ITYTH 40 JIOKA/JIBHOI'O a/lalITUBHOI'O IMTMKd YMEHBIIIAeTCsa C pOCTOM K.

NK-mopens C. KaydpdmaHa fgaeT no MeHblel Mepe JBa BaXKHEMIIIUX CJ/Ie[CTBUSI.
Bo-1iepBbIX, MOKHO OLleHMBaTh napameTp K, uCXo[sd W3 MOJIEKYJSIPHbIX JaHHBIX O
TIPUCITOCOO/IEHHOCTH KOHKPEeTHBIX OeKoB, Kak 3To cienaHo B pabore [39]. Ilo
OTBITHBIM JaHHBIM [T faH/IIadTa MpUCIIoco0/eHHOCTU BapuabebHBIX YYaCTKOB
AaHTUTE/T UMMYHHOU CHCTEMbI uesloBeKa, B KOTOPOM TPHCIIOCOO/IEHHOCTb aHTHUTe/Ia
u3Mepsiercss ap@GUHHOCTBIO, T.e. CWJIOM CBSI3U aHTUTe/la W aHTUTeHa, YAanoch

OLIeHUTh [J/IMHY aJanNTUBHOW MpOryiku B 6-8 MyTauuoHHbIX wwiaroB. [To pgmuHe
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aflarTiBHOM mporynku U NK Moziend afianTuBHOTO faHAmiadTa ObUIO BBIUHCIEHO
3HaueHue TlapameTpa K=40. Tlpu 3ToM jnuMHa BCero BaprabenbHOr0 ydacTKa
cocrasisier 330-360 nHykneorupo, wiut 110-120 amuHokucnor. M3yuyenue NK-
MO/ie/id aflaTUBHOTO JiaHmadTa C U3BeCTHBIMUM MapaMeTpaMH TMO3BOJIMJIO aBTOpaM
ciesiaTh OMOJIOTHUECKU BaKHbIe BBIBO/IbI, KOTOPbIe HAILJIM CBOE TOATBep)K/AeHre B
SKCMepUMeHTax: [0/ MOJ/yYeHHBIX B X0/le K/IOHAJIbHOU CeeKLUU aHTUTe/, KOTOpbIe
AB/ISTIOTCST OOJiee TIPUCITIOCOO/IEHHBIMHI, YeM WMCXOJHBINA BapuaHT, cocTaBjsieT 1-2%;
caiiTel Bapvabe/lbHOTO yyacTKa CWJIbHO pa3/MYaloTCsl T0 CTereHd BIUSHUS Ha
TIPUCITOCOO/IEHHOCTD; M3 OJJHOUW W TOM >Ke Haua/JbHOM TOUKU CYII[eCTBYeT MHOXXeCTBO
aZIaNITUBHBIX IyTel, OAHAKO MHOTME M3 HUX 3aKaHUMBAKOTCS Ha OJHOM aJaliTUBHOM

ITHKe.

Bo-BTOpbIX, MOXXHO CZie/laTh MPeIoIo)KeHre 0 TOM, YTO TIPU MOMOLLY 3M1CTa3a
MOMyJIsILYs, KOTOpasi IBW)KeTCS MO0 aJalNTUBHOMY JiaHJIadTy, MOXXeT B HEKOTOPOU

CTEII€eHH! YIIPABJ/IATH €ro M3/I0OMdHHOCTBIO, ITOICTPAWBAS BE/IMUYUMHY K.

1.9 ®aykryanuu oréopa

HecmoTpss Ha  TeopeTMueckue, U, C  HAKOIUIEHMEM  [J@aHHbIX O
NOC/Ie0BAaTeIbHOCTSIX,  [PAaKTUYeCKUe  yClexd B  M3YUeHWM  aJalTUBHBIX
nanAadToB, B 00/ILIIMHCTBE pabOT afjanTHBHBIE aH/IIadThl paCCMaTPUBAIMCh KaK
cratnueckre 06bekThl [10]. OfHaKO B peasbHOCTH YCJIOBUS CPeibl MEHSIFOTCS Kak Ha
reoJIOTMYEeCKUX BpeMeHax (M3MeHeHMs KJIMMaTa), Tak ¥ Ha BpeMeHax J1eCsiTKOB-COTeH
neT (3KOJorvueckue W3MeHeHus). VI3MeHeHHs YC/IOBUU Cpellbl U SBOJIIOLIMOHHBIE
V3MEHEHUs] 3a4acTyr TIPOMCXOJAT Ha OJHUX M TeX >Ke BpeMeHaX, MOCKO/bKY B
YCJIOBUSI Cpe/ibl /I/isl OpraHK3Ma BK/IFOUYAIOTCs Y MPUCTIOCO0/IeHHOCTH ero cocefieid 1o
TIOMY/ISILIUKA, Y TIPUCIIOCOO/IEHHOCTH OPraHWU3MOB JIDYTHUX BH/IOB, C KOTOPBIMH OH
B3alMMO/IeHICTBYeT (XUILHUKOB, >XepTB, Mapa3suTtoB U T.A.) [40]. CnemoBaTenbHO,

aflaNTUBHBIN JTaHAIIadT cam 1o cebe IBASETCS AMHAMHUYECKUM 0ObEKTOM.
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CneznyeT OTMeTHUTb, UTO Mepexo, OT CTaTUYeCKUX a/laliTUBHBIX JlaHAIIA(TOB K
JUHAMUUeCKUM B SBOJIIOLMOHHOW OWOJIOTHU TPYyAeH, TOCKOAbKY TpaAULIMOHHO
MaTeMaTUUeCKWM arrmapar 3BOJIFOLIMOHHONW OMOJIOTUU — TOMYJISI{UOHHAs FeHeThKa —
CKJIaZIbIBaJICS KaK MCCeloBaHUe DABHOBECUM MeXKJy Pa3/TMUHbIMU 3BOJIIOLIMOHHBIMU
dakTopamu: 0T6OpOM, MyTaIUsIMH, Apekiom, MUATpaLUe.

VccnenoBaHve AWHaMHAYeCKUX aJlaliTUBHBIX JaHAIA(TOB HAavyaa0Ch C U3yueHHsl
TIOMY/ISIIMOHHO-TeHeTUUeCKUX Mojlesiel, B KOTOpPbIX CWia OTOOpa MeHslach CO
BpeMeHeM Ha MUKPO3BOJIFOLJMOHHBIX BpeMeHax.

B pabore M. Kumypsl 1954 roma [41] paccmaTpuBaeTcsl [JUHAMUKa
HeWTpanbHOrO B CpeJiHEM asijiesisi TIpU Cy4YalHbIX (QayKTyalusix otobopa. st 3Toro
c/lydasi TIOKa3aHO, YTO B OO/bBIION MOMy/sALUKA He TPOUCXOJUT (PUKCAL[UU WU
VCUe3HOBEeHUs aJijielisi B CTPOrOM CMbIC/Ie, OAHAKO CYIeCTBYeT CU/IbHAsi TeHIeHLIUS K
COCTOSIHUSIM, O/IM3KHUM K (PUKCAlUM WM HCUYe3HOBEHUID. JTO siBjieHHWe Ha3BaHO
KBa3u-(uKcalyen.

B pabote [Ix. 'manecrii 1973 ropa [42] paccmaTpriBaeTcsi Mo/ie/b 3BOIOLUU B
nonyasiiu  6eCKOHeUHOro pasMepa [Jjisli  [IByX TalVIOWJHBIX  T'eHOTHUIIOB,
TIPUCTIOCOB/IEHHOCTh KaXKJOTO M3 KOTOPBIX MEHSIeTCsS C/IyuailHO OT TOKOJIeHUS K
MoKoJieHWt0. B uTore mpeArouTUTe/NbHBIM OKa3bIBaeTCs asiesib C  Oo/bLIuM
reoMeTpUUYeCKHUM CPeJHUM MPHCIIOCOO/IeHHOCTH.

Ananu3 nosuMmopdusMoB B rionyasiusax Drosophila melanogaster u Drosophila
simulans v 3aMeH MeX/ly STUMHU BUJAMU NPU MMOMOILIYA YyBCTBUTETBHOTO K PEXXUMY
orbopa TMOMySLMOHHO-TeHeTHYeCKOr0 TecTa IOKas3aa, uTo OTOOp MeHsieTcs Ha

BpeMeHHbIX MaciiiTabax HeUTpaibHOM 3BorOIMH [43].

1.10 HepaBHOBecHas AMMHAMHUKAa aialITUBHBIX JIaHjma(TOB

B cepemune 1990-x romoB [Aid UM3ydyeHWUs JUHAMUUYECKUX aJarTUBHBIX

na”ama@ToB OB MPYB/IEUEH armapar CTaTUCTUUeCKOW (PU3NKH, KOTOPbIN TT03BOJIsSeT
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OIMUCHIBATh JUHAMHUKY aHCaMOJiei MOy /sy U TIOTOKU TIprcriocobeHHOCTH [44].

Ha »oToii ocHoBe Oblla 3a/0)kKeHa TeOpUs [JUHAMHUECKUX aflalTHBHBIX
na”gmadToB, Wi MoOpcKux JaHzmadToB [45]. B sToit paboTe paccmaTpuBaeTcs
9BOJIFOLMOHHAS JUHAMHKA Ha 0OBIYHOM CTaTHYeCKOM JaH/iadTe, Ha AUHAMUUECKOM
na”awadTe, U3MeHeHUs] KOTOPOTO MPOUCXOAAT Ha MaKpO3BOIIOLMOHHBIX BpEMeHax,
U Ha ObICTpPO MeHsitoIIeMcsi faHfmadTe, B Cydae KOTOPOTO XapaKTepHOe BpeMsi
v3MeHeHUs aH adTa CpaBHUMO CO CKOPOCThEO MUKDPO3BOJIFOL[MOHHBIX MPOL[eCCOB.

B cnyuae cratuueckoro naHziadTa monyssiys JOCTUTaeT a/laliTUBHOIO THKa U
BXOJIUT B COCTOSIHWE PABHOBeCHS, B KOTODOM TiOjie3Hble 3aMeHbl JIMIiIb
KOMITEHCUPYIOT BpeAHble. IIpy 3TOM ajanTauydd He MPOUCXOAWUT. BOMBIIMHCTBO
MyTal[iii B 3TOM COCTOSIHUU TIOMYJISILUN SIBSIOTCS C1ab0BpeAHBIMU, TOCKOJIBKY
TIOMY/JISILMS HAXOAUTCS Ha a[JaliTUBHOM TTHKe.

B cjlyyae Makpo3BOJIFOLMOHHOTO JAWHAMUUYECKOT0 aZaTUBHOTO JaHAIadTa ero
W3MeHeHHUsI TIPUBOASAT K TOMY, UTO CpeJHsiI TIPUCIIOCOOTIEHHOCTh B TIOMYJISILIAN
PEryJIsSIpHO CHWXKaeTcd (aJanTUBHBIM MUK “YXOAUT” U3-TIOZ, momyssauuu). B sTom
C/lydae TIOSIBJISIIOTCST MyTallMM, KOTOpbIe TIOBBIMIAIOT TPHUCIIOCO0/IEHHOCTD; OHU
oTouparoTcs U (HUKCUPYIOTCS, U TIOMYJISALUSA ABKETCS Ha aflalTUBHBIM MUK. DTOT
TIpoLiecC Bce BpeMsi OBTOPSIETCSI, B pe3yJibTaTe uero Momyssiius He (PUKCUPYeTCs Ha
aZlalTUBHOM TIMKe, a HaXOAUTCS B HePaBHOBECHOM CTallMOHAPHOM COCTOSIHWM: [I/isi
TOro, UTOOBI BO3BPAL[AThCSl Ha TIOJABVWKHBIA aJalTUBHBIA MUK, MOMYJSALANA HY>KeH
TI0JIO’KUTE/TbHBIN TOTOK MPUCIIOCO0/IeHHOCTU. B pe3ysibTaTe KOMMUECTBO MOJe3HBIX
MyTalii TIpeBbIllIaeT KOJMUECTBO BpeAHBIX, OJHAKO HA MaKpO3BOOLMOHHBIX
BpeMeHax TIOBBIIIIeHHs] Cpe/iHeld TTPUCITOCO0/IeHHOCTH B TIOMYJ/ISLIUN He TIPOUCXO/IHT.

[ToMrMo TeopeTHUeCKHX pe3y/abTaToB, pabota B. Mycronena (V. Mustonen) u
M. Jlsccura (M. Lassig) sBasieTcs 0OpUMEPOM UCCAe[OBaHUS  3BOJOLIAU
MOJIEKYJISIPHBIX TOC/e0BaTe/bHOCTeM. [lyisi peryssiTopHbIX MOC/e[0BaTebHOCTeN
Abfl y npoxokell Toka3aH PaBHOBECHBLIM XapakTep 3BOJIIOIMM, a /IS pa3/IduHBIX
K/IaCCOB TIOC/IefloBaTe/ibHOCTeM TeHoMma Drosophila melanogaster T0Ka3aHO

HepaBHOBeCHOEe COCTOAHHKE C I10/I0KUTEeJ/IbHBIM ITPUTOKOM HpI/ICHOCO6]IEHHOCTI/I.
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B. MycroHeH u M. JIaccur 060061umi Teopemy P. ®uiiiepa, BK/IIOUMB B MO/[eJb
9BOJIIOLUM JIeHiCTBHUe MyTalu, Apetida u ¢uykryupyromero orbopa U pacCMOTPeB
CTaTUCTUYECKYI0 [JUHAMUKYy aHcamOsed mnonynsiuii [46]. B kauecTBe Mephl
a/IaTITUBHOM  SBOJIIOL[MM  TIpeJjiaraeTcss TIOTOK TPHUCTIOCO0/IeHHOCTH, KOTODbIN
oripefiesisieTcsl Kak rpousBeZieHre Ko3(dduivieHTa oTOOpa Ha CKOPOCTh WU3MeHEeHUsI
YyacToThl asens. [JJokazaH poCT KyMyJISTUBHOTO TOTOKAa MPUCTOCOOIeHHOCTH AJist
OOMBIIMHCTBA TIOMYASALUM. JIWIIE B Masiol foje TIOMy/SLUA  YMeHBIIaroIIencs

UMCJIEHHOCTH TIPOUCXOIUT YMEHBIIIEHHE ITOTOKA HPHCHOCO6JIEHHOCTI/I.

1.11 ApipaBbiii NaHAmagT

C. I'aBpusers TIpeJI0KUIT MOJieJlb JBIPSBOTO aZlarTUBHOI'O
nanamadtTa [47; 9, ¢.309]. OH oTMmeTun, uTo Kiaccuueckudt jadfimadt C. Paiita, c
NMMKaMH W [JIOIMHAMHM, TIPe/[CTaBJIsieT COOOM TIPOEKIMIO Halllero OIbiTa JKHU3HU B
TPEXMEPHOM MUpe, B TO BpeMsl KaK peasibHbIl aZlalTUBHBIN JaHAIIA(T MHOTOMEpPEH.
[Tpo6siema mogier C. Paiita B TOM, UTO TIOMYJIALMS HEe MOJKET Tiepecedb aJjaliTUBHYIO
JIOJIMHY, 4TOOBI TIOAHSTHCS Ha Oosee BBICOKWM MWK MpHcIiocobseHHOCTU. [lis
peiiieHUs1 3TOH mTipobsiemMbl C. PalT TIpeAioKWUI CBOIO TEOPHI0 CMeEI|eHHOTO
paBHOBeCHSs, OJJHAKO MaTeMaTHUYeCKWM aHa/lu3 S5TOM TeOpUM II0Ka3bIBaeT, UTO
riepeceueHrie a/IalITUBHBIX J0JMH B HEH BO3MO>KHO JIMIIIb B HEKOTOPBIX CIleliMalbHbIX

cyyvasix.

B wmogenu C. TaBpwiblla TIPUCIIOCOO/IEHHOCTH TEHOTUNOB (KOTOpbIe
OTIpe/Ie/ITIOTCS KOMOUWHALMSIMU  ajijiesieil) Ha3HAUaloTCs C/IydyaliHO M He3aBHCHUMO,

GyHKIS IPHUCIIOCO0/IEHHOCTY UMeeT JIUIIh 2 3HadueHus: 0 u 1.

B mpocTpaHCTBe reHOTUIOB HAaXOAUTCS MHOXXECTBO TOUeK TPHCIIOCOO0/IeHHOCTH
1, cBsI3aHHBIX [ApPYr C JPYrOM HeTpepbiBHbIMU TyTAMU. OJHAKO BCTpeYaroTCs
“HecoBMeCTHMbIe” KOMOHWHAI[UW asijiesield, MpUCIIOCcO0/eHHOCTh KOTOPBIX paBHA

HYJIIO, U KOTOpBbIe Tpe/ICTaB/sItOT COO0M AbIPhl B MJIOCKOM aJaliTUBHOM JiaHIIadTe.
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Hannuve Takmx 06J'IaCTEI‘/JI, BO3MOJXHO COCTOAINIUX K3 MHOXECTBd TOUEK, MOXKET
BBI3BIBATL PEIPOAYKTHMBHYIO HW30/IALHUI0 T'€HOTHUIIOB, HAXOJAIIWMXCSA II0 pd3HbIE

CTOPOHBI OT ABIPHI.

C nomowpro gaHHou Mmogenu C. ['aBpusen] paccMaTpuBaeT 3BOJIIOLMOHHYHO
JUHAMUKY BH000pa30BaHUs T0J, AEMCTBHEM TeHeTHMueckoro apeiida, MyTarjui,

PEKOMOMHAITMN ¥ MUTPAI[HH.

B paborax C. TaBpuiblla pacCcMaTpUBAIOTCA CTaTHUeCKWe JaHAadThl, 3a

NCK/TFOYEeHHUEeM C/1Iy4d€B UdCTOTHO-3dBUCHMOT'O 0T60pa.

1.12 [TpakTHueckoe NpUMeHeHUe TeOPHHU aJalTUBHbLIX JIaHAIIA(QTOB

B 1970-x romax Oblna co3jaHa Teopusi TeHeTUUYECKUX aJrOPUTMOB, KOTOpbIe
MO3BOJIAKOT YCHEIIHO pellaTh ONTMMU3alMOHHbIE 33/laud B CaMbIX Pa3/IMYHBIX
TIPUK/IAAHBIX U HayuyHbIX oOmactax [48,49,50]. CyTh reHeTMUeCKOro ajaropurMa B
TOM, UTOOBI IyTeM MO/eIMPOBaHUs 3BOJIFOL[MOHHOIO TIpOLiecca Ha MCKYCCTBEHHBIX
MONYJIALMAX HAaUTU aJanTUBHbIE MUKW B CJIOKHBIX TPOCTPaHCTBAX, [/ KOTOPBIX

dHa/IMTUYECKOeE pelieHne 3ad494 OIITUMH3adl|U HEBO3MO>XHO.

B TreHeTWUYecKOM alrOpuTMe TeHOTHIN 0cobu Koaupyercs cCTpokoi. Hap
TIPOCTPAHCTBOM TeHOTUIIOB 3aJaeTcss (PYHKLUsS TPUCTIOCO0IeHHOCTH. AJTOPUTM
COCTOMT W3 JTalioOB HAYa/JbHOTO pacrpejesieHdss 0cobeil 10 aJalTUBHOMY
na”mmadTy, U Aajiee TIOBTOPSIONIETOCS LWK/IA: MyTal[dHd — CKpeluBaHue — OTOOp.
CkpelMBaHie TIPOMCXOAUT /ISl ABYX CIy4YaliHO BBIOpAHHBIX OCO0el B MOMYJISLUH.
AnroputT™M  3aKaHuMBaeT  paboTy,  Korja  yjAydllleHHe — MaKCHMaabHOMU
TIPUCITOCOO/IEHHOCTH B TTOMYJISIL[AHN Ha IIaT B TeUeHre HeKOTOPOTo KOJTMYeCTBa I1aroB

OCTa€eTCd MEeHBIIIE 3dJdHHOTI'O I10pOord.
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1.13 Mi3yueHue j1anfma@TOB N0 MOJIEKY/ISIPHBIM JJaHHBIM

Ha mporsbkenuu mocnegnux 50 jeT  ycoBepIlieHCTBOBaHHE 1ab0OpaTOPHBIX
MeTOJUK CeKBeHMpOoBaHUsl [51] m0OpUBOAMT K  HAKOIUVIEHHWIO [JIaHHBIX O

rocjieJoBaTeIbHOCTSIX [52,53].

I/IByLIEHI/Ie aJlaliTTUBHBIX J'[aH,E[H_IaCI)TOB Mo MOJIEKYJ/ISIPDHBIM [JdHHBIM BO3MO>XHO B

HECKOJIBKHUX HAllpdBJ/IEHUAX.

Bo-miepBbIX, BO3MO)KHa TIOCTAaHOBKAa  [IOJITOBPEMEHHBIX  3BOJIFOLIMOHHBIX
9KCIIePUMEHTOB, TakuX Kak 3kcrepuMeHT P. JleHcku (R. Lenski) [54]. 3apmaBas
orpe/ie/ieHHOe HallpaB/ieHWe ajamTal[iu /i1 OPraHU3MOB C KOPOTKUM >KM3HEHHBIM
1[UK/IOM (OakTepuii), MOXXHO H3MepsSITb TMPHUCIIOCOOJEHHOCTh pa3 B HECKOJIBKO
MOKOJIeHW (TI0 CKOpPOCTU pOCTa KOJOHWH), W, CEKBEHUPYSl TeHOTHUIIbl Ha
TIPOMEXKYTOUHBIX CTa[UAX, OTC/IJUTh BeCh AaJalTUBHBIA MyTh OT HaAya/JIbHOIO
COCTOSIHAS /10 BEpIIMHBI  afANTHUBHOTO TMKAa. HeCKOMbKO TapaiebHbIX
JKCIIePUMEHTOB, CTAapTYIOI[UX U3 Pa3HbIX TOYeK aJanTUBHOTO JaHiiadTa,

MO3BOJIAKOT U3YUNUTHb HE O4WH aﬂaHTHBHbIﬁ MyTb, d HEKOTOPYIO 4YdCTb naH,qma(bTa.

Bo-BTOpBIX, BO3MO)XHO H3yu€HME BCEX OTHAE/JbHO B3ATbIX aMUHOKHUC/IOTHBIX
3aMeH Jijisi ompefiesieHHbIX OenkoB. Harpumep, B pabote [55] aBTOpBI mipocieauiv
nmyTb B 20 aMUHOKHC/IOTHBIX 3aMeH OT BCTpeyvarollierocsi B pupojie 0eska IUTOXpOM
ruipokcuaassl PASO0BM3 no nponan-moHookcureHassl P4A50PMO. TlosyyeHHbIV B
naboparopuu (epMeHT BbICOKO3IDPekTHBeH U crelyduueH: OH CIOCOOCTByeT

TipeBpalLleHKIO MporiaHa B TIPOTUJIOBBIA CITUPT.

B-TpeThlx, BO3MOKHO CEKBEHHPOBaHHe U M3yueHHe O6e/TKOBOW 3BOIOIUM BH/IOB,
TIPUCITOCOOIEHHBIX K SKCTPEMAaJIbHBIM yC/IOBHUSIM: >KUBYIIIMX B XOJIOAHBIX BOZAX WU
NMbllaX, B YC/JOBUSX BBICOKOW TeMmIlepaTypbl WM JlaBJAeHus, B YyCJIOBUSX
paJuallMOHHOTO 3arpsisHeHuss u T.A. [56]. CpaBHeHue 06elOK-KOAUPYIOILIUX
rocsiefioBaTe/IbHOCTeN 3KCTpeMOGUIOB C Me30(duIaMu MOKeT AaTh Marepuasn Ajis

N3y4deHHs COOTBETCTBYHOIUX adIITUBHBIX JIaH'E[H_[ad)TOB.
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B-ueTBepThIX, MOYKHO HCITI0/Ib30BaTh HaOOPhI TeHOMHBIX JAHHBIX [I7Isl IIPOKOTO
Habopa BH/IOB, a TakKe /aHHble O BHYTPUBHJOBOM TosiuMopdu3Me. 31ech
pa3/vyaroT [iBa MOJXO0/a: MEeTOH “TOJICThIX” BBIPABHHMBHMM, KOT/la WCIOJIb3YHOTCS
TI0C/Ie/[OBaTeTbHOCTA PACIIPOCTPAHEHHOTr0 0eJlka, CKaykeM, [TUTOXPOMOKCH/IA3bl /IS
OoMBIIOr0 KOMMUeCTBa BUAOB (COTHM W TBHICSUM BWJIOB), U MeTOJ “IJMHHBIX”
BbIDAaBHUBAHWW, B 5TOM C/y4yae BBbIPABHUBAKOTCA TMOJIHbIE T€HOMbl OPraHU3MOB
pa3HbIX BHW/IOB, HAllpUMep T'eHOMbI MJIEKOIUTAOIUX, MO3BOHOUHbBIX, HACEKOMBIX.
Takue Habopbl [JaHHbIX JocTymHbl B 0Oa3e gaHHbix UCSC  Genome

Bioinformatics [57].

Yro kacaetcsi monumopdusmMa, TO JOCTYIIHBI JaHHble 10 Oosiee uem 1000
reHotTunaM uesnoBeka [58], 200 reHotunam Drosophila melanogaster [59] u

MHOXXEeCTBY PaKOBbIX reHOTHTIOB [60].

ViMess Takve [aHHble, MOXKHO TOy4YaTb MH(POPMALMIO O YacToTax
CMHOHUMUWYHBIX U HECHHOHUMUYHBIX 3aMeH M MOJMMOpP(U3MOB, MO KOTOpPOH
OMOCpPeIOBAHHO MOXXHO CYJUTb O HaJUUMKA WM OTCYTCTBUHU TIOJIO)KUTEILHOTO

orbopa [61,62], a Takke 0 JUHAMHKeE a/IalITUBHOTO JylaHAmadTa (cm. ['nasy 3).

1.14 ApanTHBHBIe JIaH A ThI B IBO/IIOLIUM BUPYCOB

[ToMuMO 3BOJIIOLIMM WUMMYHHOTO OTBeTa, ellle OAHOW 001acTbio C OObITION
CKOPOCTBIO 3BOJIIOLIUM ABJISETCS 3BOIOLMA BUPYCOB. B vactHOoCTYH, /14 BUpyca BIUY
npu gnuHe reHoma B 1000 Hyk/j1eoTHZOB 4YaCTOTa MyTalMd TIpA  pervIMKaluu
cocraister 10°-10";, TakuM 06pa3oM, TMPAaKTUYeCKW KaXKAblii HOBBIA I[UKII
perviMKaliy TOpPO’KJaeT HOBbIe TeHOTUIbl. M3 ofHOro obpasija KpOBU I0/IyuyaroT
MHO>KeCTBO TE€HOTUIOB BUpyca. AHanu3 OoJbIIMX HaOOPOB [aHHBIX I03BOJISET

BBISIBUTH 0COOEHHOCTH 3BOJTIOLIMY Ha a/IalTTUBHOM JlaHzmadTe [30].

B uyactHocTH, wuccnenoBaTend  OobHapykuiu  3hdeKkT  rpyrnnupoBaHus
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HEeCHHOHUMUYHBIX 3aMeH, TMPOMUCXOJSIIUX I0C/e/loBaTe/lbHO B aMUHOKHUC/IOTHOM
caiite, T.H. 3ddekT “Bcrbiiiek” 3aMeH. JTOT 3(dekT Oomee SPKO BbIpaXKEH, UeM
KOppeJIsilIuM 3aMeH B COCeJJHUX CalTax, a TakKe 10 CPAaBHEHHI0 C CHHOHUMHYHBIMU

3dM€eHdMH.

st o6bsicHeHUsT 3TOro (peHOMEHa, MOoC/e UCK/II0UeHHUsT MHOYKeCTBa TUTIOTe3, He
CBSI3aHHBIX C OTOOpPOM, OBIIM TIpe//IOKEHBbI ZBé MOJE/NHd, B KOTOPBIX MEHSeTCs
aflaNTUBHBIM MaHAIadT A1 JaHHOTO calTa: ciydyar “OmeHuHit”, Korjaa jaHmmadT
MEHSIeTCSI MHOTO pa3 B TedyeHHWe HEeKOTOPOro IpPOMeKyTKa BPEMEeHU, OCTaBasiCh
MOCTOSTHHBIM 3a TpeJie/laMy 3TUX MMPOMEeKYTKOB, U CIydald OJJHOPa30BOr'0 U3MeHEeHHs
aZlaliTUBHOTO JaHAiadTa. B mepBoM ciaydae JUHaMMKa HECMHOHUMHUHBIX 3aMeH
HeIoCpe/iICTBEHHO KOppe/lvMpyeT C [AWHAMUKOW JaHAladTa: odepeid 3aMeH
BBI3BIBAIOTCSI HECKOJILKMMH T10C/Ie/I0BaTe/IbHBIMH  COOBITUAMM  TTOJIOXKUTETHHOTO
orbopa. Bropoii ciyuaii HaXOAWTCS B COOTBETCTBHH C PACCMOTPEHHBIMH paHee
Mogenbto k. T'wanecriy, KoTopast mpeAriosiarajia Hajauuue “BCHbBILIEK’, T.e.
rocsiefioBaTelbHOCTeN 3aMeH, W Teopuel afanTHUBHBIX Mporyaok KayddmaHa-

JleBUHa.

Paznuune Mexay STUMHA [ABYyMsI DeXUMaMM [UHAMUKUA  aJJaliTUBHOTO
na”mmadTa — Aesio Oyaylero ucciaeoBaHusl, AJisi KOTOPOTO MOTPeOyrTCs JaHHbIe O

bosee JJIMHHBIX adalITUBHBIX ITPOT'yJ/IKaX.

1.15 BeiBoabI

AJlanTUBHBIM JMaHAIIA(PT CAYKAT BaKHEWIIeNW KOHLeNuerd 3BO/OLIMOHHOU
ouosioruy, Ba)KHEMIIINM MEeTOZ0/I0TUUeCKHUM MpHeMOM HCCeJOBaHUS
3BOJTFOLIMOHHBIX TIpoLieccoB. ITpoliecc 5BOMOLIMM pacCMaTpPUBAaeTCs Kak JABH)KeHUe 10
aZlalITUBHOMY JIaHAIIA(Ty, UYTO TI03BOJIIET CTPOUTH MOJIeJId TAaKOTro [ABWKEHUS,
CpaBHMBaTb MOJIEKY/ISIPHbIE ZJaHHBIE O UaCTOTaX 3aMeH B 3BOJIIOL[MU C MO/ie/TbHbIMU

npe/iCKa3aHUsIMU, U TaKUM 00pa3oM Bepu(ULIMPOBaTh YTBEPKAEHUS], 3a/10’)KeHHbIe B
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OCHOBY MO/IeJIeN.

ApanTuBHbIN JlaHAIAdT MeHsieTCs B TIpoliecce S5BOJIOLUMM B TI06aIbHOM
Maciiabe 3a cueT U3MeHeHUM (paKTOpOB Cpe/ibl, TaK U B MacilTabe 0HOrO JIOKYyca, 3a
CYeT SMUCTAaTUYeCKUX B3aUMO/EWCTBUM C APYTMMU caiTaMU. PacKpbITh MeXaHW3Mbl
3TUX U3MEHeHWM, C y4YeTOM OCHOBHBIX (PAaKTOPOB SBOJIIOL[MM, Ha OCHOBE
TEOPeTHUUeCKUX MoOZieJiel ¥ MOMEKY/ISPHbIX MaHHbIX — 3ajlada Oyayu[ux
vccieoBaHUi. B uyacTHOCTH, B HacTosimieidd paboTe wucciefyeTcss JUHaAMHKa

OQHOJIOKYCHOI'O aZIalTTUBHOI'O J'IaH,E[U_Iaq}Ta 110C/Ie AMUHOKHC/IOTHOM 3aMeHbI.
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2 IluHaMUKa TPpHa/l/IeJIbHOT0 afialITUBHOrO JlaHAadTa

OKCllepUMeHTa/bHOe  W3yueHWe  [WUHAMMKWA  aJanTUBHOrO  JlaHAmadTa
3aTpyZHeHo. O/HaKO ero u3MeHeHUs] MOTryT NpPUBOAUTH K TlaTTepHaM BO
BHYTPUBUOBOM TMOUMOpP(hH3Me UM MeXBUJOBOU JUBEPreHLMM, KOTOPbie MOXXHO
Hab/r0/laTh MeTOJjaMU CPAaBHUTETbHOW TeHOMUKH, W TakKue JaHHble T03BOJISIOT

COIIOCTAaBJIATE Pa3/IMUHbIe MOJe/T1M IMHAMHWKHW aJallTUBHOI'O J'[aH,Z[]_Ha(l)Ta.

2.1 IIpsimble, oOpaTHBIE U 0OKOBBIE 3aMeHbI B TPHA/VIETBHOM CaiiTe

[TycTh B HEKOTOPOM caiiTe Oe/I0K-KOAUPYIOILeTro TeHa B 3BOJIIOLMOHHOW UCTOPUU
BU/Ia rpou3oliia 3aMeHa A—>B. Co BpeMeHeM B 3TOM >Ke CallTe MOXKeT MPOH30UTH

obpaTHasi 3ameHa (peBepcusi) B—>A, 6okoBas 3ameHa B—>C: C # A,B, mi00 caiit
MO>XeT OCTaThCsl MHBAPHUAHTHBIM.

[Mpsmass 3ameHa A—>B wmoxer OwiTb BpegHoit (wW(A) >>  w(B)),
okonoHeutpanbHOU (W(A) ~ w(B)) wm nonesnou (w(A) << w(B)). Amnnens,
3aHUMAOIIUM CakT, UMeeT, KaK MpaBUJIo, JOCTaTOYHO BLICOKYIO MPUCITOCO0/IEHHOCTh
(He CUBLHO HUKE, UeM TPUCTIOCO0/IeEHHOCTb er0 MyTaIJuOHHBIX coce/ieil), TTOCKOMBbKY
OH SIBJISIETCS NPOAYKTOM TIpe/LLeCTBYIOLed WCTOpUM ajanTtauuid. HanpoTus,
TIPUCTIOCOO/IEHHOCTh  ajjiefied, He Hab/roJjaeMbIX B caiiTe, MOXXeT ObITb
TIPOM3BO/ILHON. BO3HWKaeT BOMpPOC O AWHAMUKe OTHOIIEHWs TMPUCTIOCcOob/eHHOCTeH
annener A u B co BpemeHeMm, MpoLIeAIMM I1OC/Ie NPSIMOX 3aMeHBI.

PaccMoTpuM c/ydyaid  OKoJoHeHTpasbHOUW (C/1abormosie3Hoi) MpsSMOM 3aMeHbI

A —>B (Pucynok 2.1). [locne Takoii 3aMeHbl BO3MOXXHO yBenudyeHwe w(B) w/vnu

yMeHbliieHne w(A).
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‘anCI'IOCOGJ'IeHHOCTb
/4__
AMpuncnoco6-
NeHHOoCTb
/
\ A BC
\ Alpucnoco6neHHoCcTb
A BC \

|

A BC

PucyHok 2.1. /IBa BO3MOKHBIX THIA JUHAMUKHU aJJalITUBHOTO JaHAIadTa B C/iyyae

OKOJIOHEUTPa/IbHOM 3aMeHbI

[Mycte ammeru A, B, C UMEIOT OTHOCUTeNbHBIE TIPHUCIIOCOOIEHHOCTU
w(A) = 1-54(t), w(B) = 1 u w(C) = 1 — s,(t), TAe t COOTBETCTBYeT BPeMeHU T0C/Ie
ucxoAHol 3ameHbl A—>B, a s;,5» > 0 — ko3ddurmentsl orbopa. Torga 4acTOThI
cnaboBpesHbix 3aMeH f(B—>A), f(B—>C) oTHOCUTe/NbHO HeWTpa/lbHOW 3aMeHbl

onpeensitoTcsl ypaBHeHueM 3.14 u3 [33]:

Sl
es‘— 1

f(B>A|=

SZ
esz—l ’

fIB>C|=

rae S;=4N.s:, S;=4N.s,, u N, — 3deKkTrBHas UMCIeHHOCTh nomnysisaiyid. Heobxogumo
OTMeTUTh, UTO Yy KuMypbel Ko3dhduieHT orbopa /g BpeAHOM 3aMeHbl (KaKOBOM
sB/sieTCs 3aMeHa B—>A) oTpuliaTe/ibHBIM, a COTJIACHO HAIMM OrpefeneHusM (U,

Haripumep, onpejeneHusM k. ['unnecnu), OH MOI0XKUTeNbHbIM.
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2.2 Ciiyuai yBeIMUeHHs MPHUCIIOCO0/IeHHOCTH MPOU3BO/JHOT0 a/l/Ie/Is

[TpeamonoykuM, dYro Tocie 3aMeHbl A—>B  abcomoTHBIE  3HAuUeHUs
TIPUCTIOCOOTIEHHOCTH Wo(A) 11 Wo(C) 0CTaroTCs TIOCTOSTHHBIMHE, a Wq(B) Bo3pacTaeT co
BpeMeHeM (PucyHok 2.1). OTO COOTBETCTBYeT YMEHBILIEHUID OTHOCUTEIbHOU
nipucriocobieHHOCTH W(A) 1 w(C), TO eCcTb yBeIMueHHUI0 KO3 uiireHToB oTbOopa S; U
So.

s,=s,l0]+glt]; glt)>0; dg/dt>0
s,=s,(0]+glt|
s,10) <s,(0] =w(A,0/>w(C,0]

OtHoiienre R(t) wactor 3ameH B—>A u B—>C Oyzet paBHO

S, -
poof1B2Al_ &1 4N [s(0+gle] P20
u _f[B-)C)_i_4Ne(52(0)+g(t]) e4Ng(sltoﬁ+gtf}]_

e -1

YucneHHoe pellleHWe TIOKas3biBaeT, uTO R(t) Bo3pacTaeT CO BpeMeHeM

(PucyHok 2.2).

395

38.5

38 |

nR

375 ¢
37 +/

36.5 |f

0 0.0002 0.0004 0.0006 0.0008 0.001 0.0012
54 |t

Pucynok 2.2. OTHoleHre yacTtoT 3aMeH A—>B 1 A—>C kKak (QpyHKIusi cuibl oTOopa

TIPOTUB 3aMeHbl B—>A, B 1pe/iroyiokeHnH, 4To MPUCTIOCO0/1eHHOCTD aruiens B
yBeJIMUMBAEeTCS, a MpucrocobieHHoCTH anienei A u C 0CTaroTCsl TOCTOSIHHBIMHU.

N.= 10 000; 52~ 5:1=0.001
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HNoxkakem Bo3pacTaHue R(t) aHamuTHUECKH.

BeegeM HOBYIO yHKIMIO X(t) ¥ KO3(PDULIUEHT a:
x(t]=sl{0) +glt) ;%>O

a=s,|0)—s,(0]

rorga 20 *glt)=a+s,(0l+gle)=a+x[e)

Beipa3um R uepe3 x(t) u a:

4N, [ x+a) G+,

. dxtal_q C, x| -1 .

Rix=—" .0 o= 1T €& T.C Ix|=4N,xC,(x|>1;C,= 4N, 4;C,>0
xta M1 Cx|+C, GC¥_q

[y Toro, uTOOBI OTpe/leNINTh, Bo3pacTaeT R(X) wiu yObIBaeT, UccieflyeM 3HaK

rpou3BoiHOM dR/dx:

4N,x+4N a 4N,a+4N x 4N,a+8N x 4N,a+4N x
4N, ‘ AN ‘ 4N ‘ .
dR 4Nex2(e F—e ¢ )+4aNex(e F—e )+a—ae “*+ae ¢ —ae ¢
- 4N 2
dx (x+alle™*—1]
AN x+4N a 4N, a+4N x
4Nex_ e e ) ( o 4N, x o ¢ e )
dR_4Nex(x+a)(e e +all—e 1
4N 2
dx xraP e -]
2N,a+4N x
| aN,x[ _—2N 2N, AN.x|[ 2N, ‘
drR 4N, x[x+ale ex(e A= +a(1—e X (e “—e ¢

dx

2 _
(X+a)2(e4Nex_1) e 2N,a

—2N,a—2N x 2N,a+2N x
e e

2N.a —2N,a
—e e —e

—2N, x 2N, x
—e

d_R_—4Nex(x+a)(e +ale

dx

2( 4N 2 _ON,a —4N
[x+a)2(e X[ Nea g

dR _ —8N,x (x+a)sinh(2Nea)+4a sinh(ZNex) sinh(2Nea+ 2Nex)

- 2 4N x 2 —2N.a —4N x
dx (x+a| (e ”—1)6 cGo™ "

cosh(ZNex+ 2N, a+ 2Nex)—cosh(2Nex—2Nea—2Nex)
sinh(2Nex)sinh(2Nea+2Nex)= \ 5 =

3 cosh(4Nex+ 2Nea) —cosh (ZNea)
B 2
dR _ —8N,x [x+a)sinh(ZNea)+2acosh(2Nea+ 4Nex)—2acosh(2Nea)

2( 4N x 2 _ON.a —4N x
dx |x+a| (e e—l)e e

3HakK HpOHBBO,Z[HOfI ornpeaedeTcsa BbIpaKeHHeM

C,[x|=—8N,x|x+alsinh 2N, a|+2acosh(2N,a+4N,x|-2acosh 2N, a] .
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PaccMoTpuM HepaBeHCTBO
C,|x|=—4N,x|x+alsinh ( 2Nea)+a cosh (ZNea+ 4N, x)—a cosh (ZNe a )>O
acosh(2N,a+4N, X|>4N, x| x+alsinh 2N, a|+acosh| 2N, a| .
I3 pa3nokeHus N1eBOM UacTy HepaBeHCTBa acosh(2N,a+4N, x| B psp Teiinopa B

OKpPeCTHOCTH TOUKHU x=0 BE€PHO HEPABEHCTBO

acosh (2Nea+ 4N, x) =a cosh(ZNea)+4Nexa sinh(ZNea)+8 N,’x*acosh (2Nea)+
+3—32 N} x3asinh(2Nea) +b(x|>4N, x| x+a sinh(ZNea) +acosh (12Nea)
acosh|2N,a|+4N, xasinh( 2N, a|+8 N /X acosh(ZNea)+%Ne3x30 sinh 2N, a|>

4N, x|x+a|sinh

2Nea) +a cosh(ZNea)
8Ne2x2acosh(2Nea)+% N,’x’asinh|2N,a|=4N, x*sinh (2N, a|
2Neacosh(2Nea)+%Ne2xasinh(ZNea)ZSinh(ZNea)

2Neacosh(2Nea)+%Nezxasinh(2Nea)—sinh(ZNea)ZO .
PaccmoTpuM GyHKIMIO

z(x]:ZNeacosh(ZNea)+% Nezxasinh(ﬁZNea)—sinh(ZNea)

z[0]=0
PaccmoTtprmM npousBoAHYO dz/dt
ngNezasinh(ZNea)>0 .

dx 3 \ /

z(x) MOHOTOHHO Bo3pacTaeT U z(0) = 0, TakuM obpa3zom

z(x]20=cl(x)>0=%>0=‘;—f>o

B paccMOTpeHHOM ciiyuae pOCTa TMPHUCIOCOO/IEHHOCTH afenisi B oTHolieHue
yacToT (BeposiTHOCTel) obpaTHbIX 3amMeH B—>A u B—>C mnocse mnpsiMoii 3ameHbI

(A — >B) yBenMurBaeTcsi CO BpeMEHeM.
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2.3 Cnyyail yMeHbIIIeHUS MPHUCIIOCO0/IeHHOCTH MPeAKOBOro ajliesist

[TpearmonoykuM, UTO TIOCAe  HMCXOAHOW 3amMeHbl A—>B  abcosoTHas
TIPUCIIOCOO/IEHHOCTh Wo(A) yMeHbIIIaeTCs C TeueHHeM BpeMeHM, a abCOIOTHbIe
TIPUCITOCOOIEHHOCTH Wo(B) U Wo(C) ocTaioTcs Heu3MeHHBIMHA. JTO COOTBETCTBYET
YMeHbIIIeHHUI0 OTHOCUTEeTbHOM MpHCcTiocobeHHOCTH W(A), T.e. Ko3dduieHT 0oTbopa

S; YBEJIMUUBAETCH, d So — OCTA€TCA IMTOCTOSAHHBIM:

s,=s,(0]+glt];s,>0; glt)>0; dg/dt>0
s,=5,(0];5,>0

5,10/ <s,l0]<=w(A,0/>w(C,0]

S,=4N,s,
S,=4N,s,
S, |
(t)—f(BéA]_ e’ —1 _e4Neszt0j—1 4Ne(sl(0]+g(t)) —C 4Ne(sl(0)+g(t)) C,>0
“flB»C] S, 4N,s,|0] e4N”51‘3°”g:”)_1 4aNfsjlolegld) T
S
e’—1

UKC/leHHBbIM pacyeT II0Kas3blBaeT, uTO R(f) yMeHblIaeTca CO BpeMeHeM
(PucyHok 2.3).
okaxkem 3TO aHanUTUUeCKU. BBesieM HOBYIO (OyHKLMIO X(t):
(Al (. dx
t|=s,(0 t];=—=>0
x|t|=s,(0]+glt] i

Torga R(t) mpumeT BUJ

AN, x[t|
R[t] :C4'W,C4>O
e -1
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40

35

30

25 |

15 t

InR

10 t

-10

4] D.Dﬁtl2 D.EIIIZIEILL D.DIOC-ﬁ C-.OIOOS O.C;Ol 0.0012
s (t)
Pucynok 2.3. OTHoiileHHe yacToT 3aMmeH A—>B u A—>C Kak QyHKI[UsI CH/bl 0TOOpa

TIPOTHUB 3aMeHbl B—>A, B mpe/rooyKeH! , UuTo TIPUCIIOCco0/1eHHOCTh asesis A
yMeHbIIIaeTcs, a prucrnocobieHHOCTH asesniet B 1 C ocTaroTcsi MOCTOSTHHBIMMU.

N. = 10.000: s,(0/=0,001

Wccnenyem 3HaK rnpou3BoAHOU dR/dt:

x[t) d xlt] d
e aN AN e AN S
" _c .
da x2(t]
aR_ e4N£,xit]‘_1_4Nex(t)e4Ni,x\ﬂ_4N & Nl 1—4Nex(t')—1
e Cdr ¢ X2(t) T e g 4 XZ[t‘)

() 1 dR
Sl[O)>W=>4NeX(t)>1:>I<O

e

TakuM 00pa3oM, B pacCMOTPEHHOM CJiydyae yMeHbBIIIeHUs TPHCIIOCO0/IeHHOCTH

ariefis A OTHOIIeHWe 4acTOT (BepositHOCTel) 3aMeH B—>A u B—>C ymeHbl1aeTcs

MOHOTOHHO CO BpeMEHEM.
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2.4 BeIBOJbI

[TpoBefeHHbIN aHa/MW3 MOKa3biBaeT, UTO MPU yBeIUUEHUM MPHCIIOCO0/IeHHOCTH
aniens: B v ipu ymMeHbIIIeHUM TIPUCTIOCOO/IEHHOCTH ajiiesis A IMHAMUKA OTHOITIEHUST
YacTOT 0OpaTHBIX M OOKOBBIX 3aMeH WMeeT IIPOTHUBOTIO/IOKHBIA XapakTep. JOTO
MO3BOJISIET pa3/iMuuTh STH [JiBa CLIeHapusi, WCMO/b3ysl MOJIEKY/sipDHble [IaHHbIe
(cm. 'maBy 3). HaszoBem wu3yueHre AWHAMHWKH OTHOIIIEHHS YacTOT OOpaTHBIX H

00KOBbIX 3aMeH ABC-TectoMm.

[ToMuMO  OINWCAHHBIX CIleHapUeB BpPeMEHHOM JAWHAMHUKUA  aJlallTHBHOTO
naHamadTa Ha JAUHAMUKY YacTOT 3aMeH MOXKeT B/MSITh TMPOCTPAHCTBEHHast
HEOIHOPOIHOCTh aJlalTUBHOrO MaH/iadTa (BAoas 0e/TKOBOI 1OCIe10BaTe/TbHOCTH).

ItoT 3¢ ekt nsyuaercs B ['1aBe 4.
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3 AHa/M3 AUHAMHUKH aJalITUBHOTO JIaHAIIA(TA B IBO/IIOI[UA
MO3BOHOYHBIX U HACEKOMBIX

3.1 ®unoreHeTHueCcKUil aHa/IM3 AMHAMMKM aialITUBHBIX JIaHAma(TOB

Nt TecTUpOBaHWsI TUIIOTe3 O [AWHAMHMKE aJalTUBHBIX JaHAIIA(TOB ObLIH

HCII0/Ib30BAHbI METO/bI Cp&lBHHTE]’[bHOﬁ reHOMHKH, 3BOJJIOLIMOHHbIE COOBITHSI OBUIU

PEKOHCTPYHUPOBAHBI C TIOMOIBHO COIIOCTABJ/IEHHWA T'€HOMOB HBIHEXKMBYIIHUX BHUIOB.

bbl/IM BOCCTaHOB/IEHBI CJ/IOXKHBIE IBO/IOLIMOHHbIE ClieHAapUH, MIPU KOTOPBIX B OAHOM

9BOJIIOLIMOHUPYIOIIe TMHUU TIPUCXOAUIO 0oJiee OJHOTO COOBITHS; AJis 3TOro ObLIN

HeoOXO0JUMBI ZI0OCTaTOUHO OOJIbIIIHEe (DUTOTEHUH.

st aHanu3a ObLTM BBIOPAHBI Te TeHOMBI M3 AOCTYIHBIX B 6a3ze UCSC Genome

Browser [57], KoTopble:

HMMeIOT XOpoIllee KaueCTBO CeKBEeHUPOBaHUs (BbICOKOEe IMOKPBITHE);
dunoreHeTHYeCKoe JiepeBO KOTOPbIX MOJKHO TIO/Ie/IUTh Ha CerMeHThl
CpaBHUMOU JHbI (PucyHok 3.1);

TOTIONIOTUS (DUIOTeHeTUUeCKOTO JiepeBa KOTOPBIX TI03BOJISIET BOCCTAHOBUTH
coObITHe peBepCcHUY MeTOZIOM HauOoJibiieli 5koHoMuH [63] (PrcyHOK 3.2);
MoJjiHasi BbICOTA (PUIOTeHeTHUeCKOro JepeBa cocTap/sieT Tmopsiaka 1 Ks

(CMHOHUMHYHOM 3aMeHbl HA CHHOHUMUUHBIN CauT).

[To ™M KpuTepussM ObIIM OTOOpaHbI [ABa HE3aBHUCHMMbBIX Habopa [JaHHBIX

(Pucynoxk 3.1):

9 reHOMOB T03BOHOUHBIX: uejloBeKa Homo sapiens, JOMOBOM Mbillid Mus
musculus, cobaku-6okcepa Canis lupus familiaris, caBaHHOrO CJ/IOHA
Loxodonta africana, gomoBoro oroccyma Monodelphis domestica, yTKoHOCa
Ornithorhynchus anatinus, 6aHKUBCKOW KyHrneBou Kypuiibl Gallus gallus,
KOTTHCTOM IITIOPI[eBOM JIITYIIIKU Xenopus tropicalis v peibbl Danio rerio;

8 TreHOMOB HAaCeKOMbIX: TIUIOJOBbIX Myllek Drosophila melanogaster,

Drosophila sechellia, Drosophila yakuba, Drosophila ananassae, Drosophila
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pseudoobscura, Drosophila virilis, mansipuriHoro komapa Anopheles gambiae

1 XpyIiaka Manoro OynaBoycoro Tribolium castaneum.

6 5 4 3 2 1 0
‘_ : : I | I I

OBOMOIHOHHOE pPacCTOsTHHe Homo sapiens

Mus musculus
(a) H I'|

Canis lupus familiaris

Loxodonta africana

Monodelphis domestica
H Ornithorhynchus anatinus
H Gallus gallus
— X pus tropicalis
Danio rerio

5 4 3 210

- ! : s
SBOOI HOHHOE P aCCTOAHHE Drosophila melanogaster

Drosophila sechellia

Drosophila yakuba
(6) Dr phila a

Drosophila pseudoobscura

H ——Drosophila virilis

hel

Anop gambiae

Tribolium castaneum

PucyHok 3.1. ®unoreHeTrueckue epeBbsi aHATM3UPYEMbIX BU/IOB: TI03BOHOYHBIX (a)
1 HacekoMbIX (0). Torosoruu dhrnoreHeTUUECKUX I€PEBBEB TTIOCTPOEHBI COTJIaCHO
CIPaBOYHBIM (PMIOT€HEeTUYECKUM JlepeBbsIM TTO3BOHOYHBIX U HACEKOMBIX Ha caiTe

UCSC. ITo ropu30HTa/NbHOM OCH OT/I0’KE€HBI CErMEHTHI, KOTOPbIe COOTBETCTBYIOT

3BOJ/IFONUOHHBIM PACCTOAHUAM MEXIY 3dMEHAMU
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T—A & A—>T A
1 A—>T B
T < T
A>T T < T
A A
A A
(a) (6)

%A ° AT

—>
T e T
s A A
A

(8) A (@)

Pucynok 3.2. BoccTaHoB/ieHre COOBITHIA TIPIMOM M 00paTHOM 3aMeHbl METO/IOM
HaubOo/bIlIel 9JKOHOMUH IBOJTFOIMOHHBIX COObITHI. CripaBa ToKa3aHbl PUMepEI
HabJ/Tr0/JaeMbIX aMUHOKUC/IOT B Ka)KZIOM 13 BUJIOB, C/ieBa — BOCCTAaHOBJ/IEHHAs TI0

HHM 110C/1e10BATE€/IbHOCTh dMHUHOKHWC/IOTHBIX 3dM€E€H Hd (bl/IJ'IOFEHI/II/I

s HabMofaeMoro COCTOSIHUSL caiTa Ajisi (PMIOTeHeTHYecKoro JepeBa IIeCTU
BU0B (ATTTAA) Ha Pucynke 3.2 moKa3aHbl 2 ajbTePHAaTUBHBIX CL€HapUs
sBosfoLiuu: (a) — TpebyeT AByx 3ameH, (6) — Tpex. B COOTBeTCTBMM C METO/OM
HauOoJIbIllell 5KOHOMHM BBLIOMpAETCs 3BOMIOIMOHHBIA ClieHapyuid C HaWMeHbIIUM
KO/IMUeCTBOM 3ameH. B c/yuae TOmonoruv (uUiOreHeTUUYeCKOro JepeBa Ha

Pucynke 3.2a-0 TI0/IO)KeHHsI BCeX COOBITMM MOTryT ObITh  3aHUKCHPOBAHBI
ofHO3HauHO. B ciyuae apyrou tonosoruun (PucyHok 3.2B-r) peBepcusi A—>B—>A

pPaBHOBEPOSITHA CLIEHapui0 C JAByMsi 3aMeHaMu A—>B; B 3TOM ciydae MeTOZ
HauboJIbIllell SKOHOMUY He TO03B0JIseT OJJHO3HAYHO YCTAaHOBUTH (hUIOreHeTHUecKre
TI0JIOXKEeHUS 3aMeH.

I171s1 BOCCTaHOBJIEHHUSI 3BOJTFOLIMOHHBIX COOBITHI OBIT TaK)Ke MCITOMb30BaH METO[
HauOOoJIBIIIer0 TIPaBZOIOZ00Ks, KOTOPBIM OlleHWBaeT IpaB/orno[00re MHOKeCTBa

9BO/TIIOLIMOHHBIX ClieHapyeB TMpPU 3a/laHHOM (PuioreHeTHUUeCKOM JiepeBe, MOJe/u
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9BOJIIOIIUM U KOHEUHBIX 3BOJTFOLIMOHHBIX COCTOSTHUSX [63].

@duioreHeTUUECKUM aHalIW3 TI03BO/ISIET YCTAaHOBUTH TIOJIOXKEHWE 3aMeHbl C
TOYHOCTBIO [0 CermMeHTa (usoreHeTUUeCKOro fepeBa. I[lOCKOMBbKY cepejavHa
CcerMeHTa SIB/JSIETCSI TOYKOW, CpeJHee pacCTOsiHMe [0 KOTOPOW OT BCeX 3aMeH,
TIOTAaBILIMX B JaHHBIA CerMeHT, SIB/IsIeTCs MUHUMaAbHBIM, Oy/eM roJiarath, UTo BCe
3aMeHbl TIPOMCXO/IAT B CepeZiIMHaX CEerMeHTOB.

byaem cuutath, UTO B cerMeHTe (DUIOTeHETUUYECKOTO JlepeBa B [JaHHOM caiiTe

IMMpOM30I1lJla 3dM€Hd, €C/IM HYK/I€eOTHAbl BO BTOPOM II0JIOKEHHMKM KOAOHd Had KOHIAX

cerMeHTa pa3nuuHbl. ITox 3ameHoit A—>B OyageM MOHMMaTh aMHHOKHC/IOTHYFO
3aMeHy, KOTOpasi MPOX30I11/la B pe3y/bTaTe OAHOM HYK/JI€O0TUAHOM 3aMeHbl BO BTOPOM
T10JIO)KeHUU TPUILIeTa.

Onst H3y4eHus MOJIEKYJISIPHOM 5BOJIIOLIUU 0e/TOK-KOZUPYIOIIUX
roc/iefioBaTelbHOCTEH He0OX0JUMO TIOCTPOMTh MHOXKECTBEHHBbIE BbIpaBHHUBAHUS
Toc/ieZloBaTe/IbHOCTeN W3 Ppa3HbIX BH/OB, WMEIOIMUX 00Ijee TPOUCXOKAEeHUe —
OPTOJIOTUYHBIX M0C/Ie/JoBaTe/IbHOCTel [64].

ba3bl OPTOIOTUYHBIX T€HOB ObI/TM TOATOTOB/IEHBI HA OCHOBAHUU TTOJTHOT@HOMHBIX
BbIpaBHUBaHUM, JOCTYIHBIX B 6a3e UCSC Genome Browser [57]. OcHOBHBIE IIaru

MTPOTOKO/Ia TIOATOTOBKM JJaHHBIX [I7Is1 TIO3BOHOUHBIX TpeZicTaBieHbl B Tabmmiie 3.1.
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Tabmuia 3.1. [ToAroToBKa JaHHBIX

Ne Onmucanue

1 3arpy3Ka MHO>XeCTBEHHbBIX MHO>XeCTBEHHBIX BpraBHI/IBaHI/Iﬁ BCeX ITO3BOHOYHBIX
AJIA BCeX XPOMOCOM 4YeJIOBEKaA.

http://hgdownload.cse.ucsc.edu/goldenPath/hg19/multiz46way/maf/chrl.maf.gz

2 3arpyska noc/efoBaTe/IbHOCTH TeHOMa uesioBeKa (/17151 BCeX XpOMOCOM).

http://hgdownload.cse.ucsc.edu/goldenPath/hg19/chromosomes/chrl.fa.gz

3 H3BiieueHue HY>KHOTO MOJAMHOXXeCTBa B/ OB
maf_order chrl.maf hg19 mm9 canFam2 loxAfr3 monDom5 ornAnal galGal3

xenTro2 danRer6 > chrl.mysps.maf

4 TlepekoaupoBka u3 ¢popmara maf B popmaTt mfa

lomem-maf2fasta chrl.fa chrl.mysps.maf fasta@ iupac2n > chrl.mysps.mfa

5 IlonydyeHue KOOpAWHAT 5K30HOB U3 (DailIOB aHHOTALIUU

http://hgdownload.cse.ucsc.edu/goldenPath/hg19/database/knownCanonical.txt.gz

http://hgdownload.cse.ucsc.edu/goldenPath/hg19/database/knownGene.txt.gz

get_exons_fromGBannot_all_in_line_v2.pl

6 IlepecueT KOOpAWHAT 5K30HOB U3 (hpopmMaTa aHHOTALMK B JOpMaT BbIDABHUBAHUS

annot2align_coord.pl chrl.exons 1 > chrl.a.exons

7 HW3BneueHre MHOKeCTBEHHBIX BpraBHI/IBaHI/Iﬁ 3K30HOB HY>XHBEIX BH0B

cds_extract_vert_v8.pl chrl.a.exons 1

JlaHHBIE 71711 HACEKOMBIX OBL/TH MO/ATOTOB/IEHBI aHAJIOTUUHBIM 00pa30oM.
XapaKTepUCTHKH TOJTyUeHHBIX HAOOPOB [JaHHBIX [I7sI T03BOHOUYHBIX ¥ HACEKOMBIX
nipeficTaBeHbl B Tabmmiie 3.2.

Tabswuria 3.2. KonmuecTBO MpoaHaIM3uPOBAaHHBIX TEHOB U KOJJOHOB

I1o3BOHOUHEIE Hacekomrie

Bugos 9 8

'enoB 7967 8477

KozgoHnoB 10 441 107 8 838 651



http://hgdownload.cse.ucsc.edu/goldenPath/hg19/database/knownGene.txt.gz
http://hgdownload.cse.ucsc.edu/goldenPath/hg19/database/knownCanonical.txt.gz
http://hgdownload.cse.ucsc.edu/goldenPath/hg19/chromosomes/chr1.fa.gz
http://hgdownload.cse.ucsc.edu/goldenPath/hg19/multiz46way/maf/chr1.maf.gz

54

Takke UCMOMB30BA/MCh JaHHbIE O BHYTPUBU/JOBOM I[OIUMOp(U3ME B
nonyssusx Homo sapiens (1094 ocobu) u Drosophila melanogaster (162 ocobm).
Hannbie o nonumopdusme Homo sapiens 6buiu 3arpy»keHbl ¢ caiita ripoekta “1000
reHoMoB” [58], maHHble o momumopdusMme Drosophila melanogaster — c caiiTa
nipoekTa “Drosophila genetic reference panel” [59].

OOb1jast cxeMa pacuéToB NpuBeZieHa Ha PucyHke 3.3.

‘ [MoNnHOreHoMHbIe BblpaBHUBaHNSA ‘ AHHOTaumA

Y v

Vi3BneyveHne 6enokK-KogupyroLmx
nocnefoBaTtenbHOCT el

‘ Baza opTONOroB ‘ ‘ dPusoreHeTUUECKOE Aepeso ‘

PAML: BoccTaHOBEHNE HYKNEOTUAHbIX
npeAKoBblX COCTOSAHWIA 1 3amMeH

'

Pasz6bop BbIxoAHbIX dhaiiios PAML, nonydyeHne
AaHHbIX 0 cailiTax c narTepHamu 3BOHOLNN,
COOTBETCTBYHLMUMU HATUYNIO U/ NN
OTCYTCTBUIO 3aMeHbl (Nonimmopdpusma) B—>A,
B—>C npu Hanimymm npsmoii sameHol A—>B.

'

PacueT yacToT 3aMeH 1 YpOBHeii
nonumo pcpr sma.

OueHKa [OBEPUTESNBbHBIX MHTEPBaIOB METOA0M
6yTCTpena.

PucyHok 3.3. Cxema npoBezieHUs1 paCuéToB

PE3y1H:TaT]:>I paCyeToOB 4dCTOT 3dMeH He 3aBHCe/IM 0T MeTOJa BOCCTAHOBJIEHHSA
SBOJIIOJMOHHBIX COOBITHII — HauOO/bIIeH SKOHOMWUM W/IM  HauOOJIBIIEro
HPHBAOHOAO6I/IH. METO,Z[ HauOOJIbIIIETO HpaB,E[OHO,E[O6I/IH IMO3BOJINJI TIOJIYUUTDH 0oJIbIIIe

BpeMEHHLIX TOYEK [J/id dHd/IM3da JUHAMHUKU aJlalITUBHOI'O ]'[aH,Z[I_HaCl)Ta, TdK KdK OH He
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VMeeT TaKUX TOMOJIOTUUeCKUX OTpaHWYeHU Ha CTPYKTYpY /[lepeBa, Kak MeTo/
HauOOoMbIIEH SKOHOMUM.

[ToaTOMy COCTOSIHMSI BO BHYTPEHHUX y3/aXx (DUIOTeHUU ObITM BOCCTAHOB/IEHBI
MeTOZIOM HaWOOBIIEro IpaBJONO[00MsT Ha OCHOBe WMeEIOIeicss (GuIoreHHUH u
COCTOSIHUM B TepMHUHAbHBLIX BeTKaX JiepeBa. Vcrosb3oBanack ytunuta codeml u3
nakera PAML [65], koTopasi peanu3yeT Mojielb KoloHHOU 3Bomoiuy H. NosngmaHa
(N. Goldman) u [Ix. fIura (Z. Yang) [66].

[To ropu3oHTanbHOK ocu Ha PucyHke 3.1 OT/IOXKEH 3BOJIFOI[MOHHBIM BO3pacT

aruienia B, KOTOpbIM BO3HUK B pe3yJibTaTe 3aMeHbl A—>B, B IpeArooKeHnu, YTo

3dM€Hbl TIIpDOHUCXOAAT B CepejuHe CerMeHTad. HPHMOYFO]IBHI/IKB.MI/I OTMeUEHBI

CerMeHTbl, B KOTODbIX MOT/Ja TIPOM30WMTU TipsiMass 3ameHa A—>B. UepHbiMu
MPSIMOYTOJIbHUKaMU 10/ TIPSIMOM OTMeYeHbl Te CEerMeHThl, [/isl MPSMbIX 3aMeH B
KOTOPBIX TPOBOAW/ICSA aHaau3 mnoiuMopdusma B monyasuud Homo sapiens wnu
Drosophila melanogaster; 6e/bIMH TIPIMOYTOJIbBHUKAMH OTMEUeHbI Teé CeTMEHTBI, ISt
MPSIMBIX 3aMeéH B KOTOPBIX MPOBOAW/ICS aHa/lv3 [MBEpreHMUM B TepPMUHA/IbHOMN
9BOJTIOL[MOHHON BETBU: MEX/y JIMHUSMH YesIoBeKa U o01rero rpeaka Homo sapiens u
Mus musculus, v Drosophila melanogaster u ob6iero mpeaka Drosophila
melanogaster w Drosophila sechellia. B cnyuae mnomumopdusma Obuin
TpoaHan3upoBaHbl 6(5) 5BOJIOLMOHHBIX PAaCCTOSIHUWA [/l JepeBa IMO3BOHOUYHBIX
(HacekoMbIX), a B C/ayudae JuBepreHIMM — 5(4); TIOCKOJIbKY peBepCcHsi 3aMeH,
MIPOM30IIe/[IINX Ha CerMeHTe, COOTBETCTBYIOLL[EM SBOJIFOLMOHHOMY PacCTOSIHUIO 1,
He MorJsia ObITb yCTaHOBJIEHa O/JHO3HAUHO, TIPsIMble 3aMeHbl Ha 3TOM CeTrMeHTe
VICKJIFOUA/TUCh U3 aHa/in3a JUBepreHIun.

B caiitax, rae mnpousouuia TmpsgMmas 3aMeHa A—>B, u3Mepsiics YpOBeHb
nosimMopgusma B nonysssumu Homo sapiens (Drosophila melanogaster), a Takxe
YyaCTOThI 3aMeH Ha JIMHUM H. sapiens nocsie eé pacxoxxaeHus ¢ nuHued Mus musculus
(Ha iuanm D.melanogaster niocne eé pacxoxjenus c D. sechellia).

V3mMepeHre [JUHAMHWK{ YPOBHS MMOMMMOP(HU3Ma M YacTOT OOpaTHLIX 3aMeH
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TI03BOJIsIeT YCTaHOBUTBD JIeMCTBYE OuMiijatolero (oTpuiaTesisHoro) orbopa. Hapsay c
JBYMsI He3aBUCHMBbIMU HabopaMu [JaHHBIX, IBe U3MepsieMble CTaTUCTUKU — YPOBeHb
nmosmMopdu3Ma M UYacToTa OOpaTHBIX 3aMeH — YBEJMYMBAIOT KOJIAYECTBO

TMOBTOPHOCTEN M 3HAUUMOCTb M0JIy4YaeMOM 3aBUCHMOCTH.

3.2 luHaMHKa Y4acTOT 00PaTHBIX M 00KOBBIX 3aMeH

,HJ'IH MMO3BOHOYHBIX KW HACEKOMbLIX MbI H3YUW/IM 3dBUCHMMOCTL YDOBHA
HOJ'IHMOp(l)I/IBMa N CKOPOCTH 3dM€H OT >5BOJIOLHMOHHOI'O BO3pdCTd dMHWHOKHCI/IOTHI,

MPUCYTCTBYIOIlEM B coBpeMeHHOM Buze (PucyHok 3.1). [lna calita, B KOTOpOM
TpOU30LLLIa NpsiMasi aMMHOKMC/I0THas 3aMeHa A—>B B HEKOTOPbIi MOMEHT BpeMeHU

B TPOIIJIOM, Mbl CPaBHWIM JaHHble TI0 oOpatHbiM B—>A u 6okoBbiM B—>C
nosmmMopdu3Mam (UM 3aMeHam), rjje C — 3To ofHa U3 OOKOBBIX AMHUHOKHCIIOT, T.e.
OTJINYHBIX OT A U B.

YacToTa peBepTUPYIOLIUX NOJUMOP(PU3MOB B—>A M0>KeT MeHSIThCSl C BO3PacTOM
B B cooTBeTCTBUM C WM3MeHeHHeM TipucriocobieHHocT A wid B. OgHako 60KOBbIe

aMMHOKUC/IOTBI C OTCYTCTBOBAJ/IN B CaﬁTe, HaCKOJIBKO MbI MOXeM CyIAWTb I10

MMERIIMMCSl [JaHHBIM; TI03TOMYy 3amMeHbl A—>B U moc/iefayroljas 3BOJIIOLUS He

JIOJDKHBI BIUSTh Ha MPUCITOCO0/IEHHOCTh aMHUHOKHCIOT C. 3HAUMT, YacTOTa 3aMeH
B —> C mo/KHa MeHSITbCSI TOJIBKO JIUIITb B CHTy MU3MeHEeHHs MPUCTIocob/ieHHOCTH B.

HNanubie 0 mosmMmopgusmam (PucyHok 3.4a-B) CBUIETENBCTBYKOT O TOM, UTO
BHYTPUIIOIYJISIIMOHHOE TIpeAriouTeHre IpefKOBOro asulenss A, IOJy4YeHHOro B
pe3ynbraTe oOpaTHOW MyTalMM, yMeHblIaeTcs C BO3pPacTOM  TeKyIlero
¢dukcupoBaHHOTO amens B. Ota ke BenuuuHa 1y GokoBbIX anenert C 6o
He3aBHCHMa OT Bo3pacta B, smbo ymeHbliaeTcsi ¢ 3TUM Bo3pacTtoM (B Drosophila,
PucyHok 3.46). OpHako TmpejariouTeHHWe TIPeJKOBOrO asiienss A yMeHbIIaeTcs

CHWJ/IbHee, YeM bokoBeix amneneii C. B pe3y/jibTaTe OTHOIIIeHHe YdCTOT
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nomumopdusmoB B—>A k B —> C magaeT B ~3 pa3a 3a TO BpeMsl, M0OKa Bo3pact B
yBe/JIMUUBaeTCsl C O4YeHb MOJIOZAOr0 A0 Takoro, uro ~1 HyK/IeoTUAHas 3aMeHa
Mpou301Jla B CHHOHUMUYHOM CalTe C MOMeHTa 3aMeHbl A—>B B caiite x. [laHHBIe
10 aMUHOKUC/IOTHBIM 3aM€eHaM JIal0T CXOHbIe 3aBUCUMOCTH (PucyHok 3.4 r-e).

Habstojaembie 3aBUCUMOCTU COXPAaHSAIVChH KauyeCTBEHHO, Korja
pacCMaTpUBa/IMCh TOJBKO Te aMUHOKMUC/IOTHbIe 3amMeHbl A—>B, KOTOpbIM
COOTBETCTBOBA/IM HYK/IEOTHAHbIE 3aMeHbl cjaboro ocHoBaHus (AT) Ha cwibHOe
(CG), uro wuckmouyaeT BAUsHUE >S(QeKra CMelleHHOW T'eHHOU KOHBepPCUM
(Pucynok 3.5, 3.6).

Habsto/jaemMble 3aBUCHMOCTU TaK)Ke COXPaHSIMCh, ecid 3aMeHbl A—>B O6bliu
OHOXUMHYEeCKH KOHCepBaTUBHbIMU WY, HarpoTUB, pajviKaaIbHbIMU
(Pucynok 3.7, 3.8). PaaukaibHOCTb aMHUHOKMC/JIOTHOW 3aMeHbl Mepsilach Kak
paccTosiHUe MeXJy aMUHOKMC/IOTaMd Ti0 IMikajie Musatel [67]. B ciydae
KOHCEpBAaTUBHLIX 3aMeH A—>B peBepcun Obun 6osiee yacTbiMH, a OOKOBBIE
nmoiuMophu3Mbl WM 3aMeHbl ObUIM MeHee YacThiIMH; OJHAKO BO BCeX CJIydasx
OTHOILUEeHHWe 4acToT 3amMeH B —>A/B —>C yMeHbLIa/loCh CO BpeMeHeM Kak Jjis

HOJ'[I/IMOPqJI/IBMOB, TdK "1 IJI1 Me>XBHUIOBBIX OT/TUUMH.
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Bpema, Npoleaes Nocne 3aMeHsl A — B

PrcyHok 3.4. 3aBUCUMOCTb YPOBHS nouMop@u3Ma (a-B) ¥ UaCTOT 3ameH (T-e) OT
BO3pacTa NpernouTUTe/TIbHOTO B JAHHBIM MOMEHT BpeMeHHU asuiesisi B, KoTopbii
3a(yKCHUpOBasics paHee B pe3ysbTaTe 3aMeHbl A—>B. [To ocu abciyce 0T/105KeH0
BpeMsi, TIpoLe/iliee rocse 3aMmeHbl A—>B, u3MepeHHOe B KOJIMUeCTBe HYyK/I€OTUIHbIX
3aMeH Ha UeThIpeXKPaTHO BBIPOKAEHHbIN CUHOHUMHUYeCKUI caiT (a,0,r,n). o
CanTOB Cpeay CaluTOB C 3aMeHOM A—>B, KoTopble HeCcyT aienib A (CUHSISL TUHYS)
WA OZIVH 13 ABYyX avtenei C (KpacHast MHUSA) (a,0), WM B KOTOPBIX TIPOM30IILIa
3ameHa B—>A (cunsist munus) uiu B—>C (kpacHasi TMHUS) Ha TePMHHA/ILHOW BeTBU
(r,m). (B,e) oTHOIIEHUe Ko/inuecTBa nosmMmopdusmoB B—>A k B—>C (B), u 3ameH (e):
T03BOHOUHKIE (>KeTast TUHUS), HaCeKOMBbIe (3esieHasi TMHUsA). (a,I') — MO3BOHOYHLIE,

(6,1) — Hacekomblie. 95% /OBepUTeTbHBIE MHTEPBAJIbI ObLIN OTIPeZie/ieHbI METO/IOM
oyrctperna (10 000 BLIOOPOK)
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Bpemsa, npolleqllee nocne saMeHbl A—-B

PucyHok 3.5. 3aBUCMMOCTb YPOBHSI ITOJIMMOP(H3Ma OT BO3pacTa NpeioYTUTE/TbLHOTO
B [JaHHbIM MOMEHT BPeMeHHU ajienisi B, KOTOphI 3a)MKCUPOBAJICS paHee B

pe3ynbTare 3ameHbl A—>B. a,6,B: 3ameHa AT—>GC Bo BTOPOM I0/I0’KeHUH KO/I0Ha;

r,4,e: 3ameHa GC —> AT BO BTOPOM I0JIO’KEHWM KOZIOHA
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PucyHok 3.6. 3aBUCUMOCTB 4aCTOT 3aMeH OT BO3pacTa MpeAroYTUTe/IbHOTO B

JlaHHBI MOMEHT BpeMeHU ajiienisi B, KOTOphIM 3auKCUpOBasICs paHee B pe3y/bTaTe
3ameHbl A—>B. a,0,B: 3aMeHa AT—>GC Bo BTOPOM IT0/I0’K€HUHN KOZIOHA; T,J1,e:

3ameHa GC —> AT B0 BTOpPOM I10JI0)KeHUU KOZIOHA
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Bpewms, npolenLiee nocne sameHbl A—B
PucyHok 3.7. 3aBUCMMOCTb YPOBHSI TIOJIMMOP(H3Ma OT BO3pacTa Mpe/[IIoUTUTETbHOTO
B JJaHHbIi MOMEHT BpeMeHH ajiniesisi B, KOTopkIi 3apuKCUpOBasICs paHee B
pe3ysibTaTe 3ameHbl A—>B. a,0,B: paccTosiHre MeX/y aMUHOKUCI0TaMu (A,B) 1o
mkane Musitel < 2,356; r,/7,€: pacCTOsSIHAe MeXAy aMUHOKUCa0Tamu (A,B) o mkane

Mustel > 2,356
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ansepreHuns
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Pucynok 3.8. 3aBUCUMOCTB 4aCTOT 3aMeH OT BO3pacTa MpeAriouTUTe/IbHOTO B
JlaHHbII MOMEHT BpeMeHH ajijiefnisi B, KOTOphIi 3auKCUpoBasics paHee B pe3y/bTaTe
3aMeHbl A—>B. a,0,B: paccTosiHue MeXKay aMUHOKHCI0TamMu (A,B) 1o mikare
Musrtsl < 2,356; T,7,e: pacCTOsTHHe MeXX/ly aMUHOKucI0Tamu (A,B) 1o mikasne

Mustel > 2,356



63

Cam o cebe ¢akT TOro, YTO YaCcTOTa MOIMMOP(U3MOB U 3aMeH asiiesisi B Bbicoka
B Tex caWtax, rje B 3adukcupoBasics HeJjlaBHO, He 00si3aTe/IbHO CBUIETE/TLCTBYeET 00
V3MeHeHUM aflalTUBHOrO JaH/madTa. IIpeArnono)KuM, 4To pa3iuMyHbIM caiiTaM B
reHOMe COOTBETCTBYIOT pa3/iiuHble JIaHZAmA(ThI MPUCIoCcob/1eHHOCTH, KOTOphble He

MeHSItOTCs1 co BpeMeHeM. Torja B Habop caiiToB, B KOTOpBIX Hab/IOAaeTCss 3aMeHa

A—>B, c Oosblueil BeposSITHOCTbIO OyAyT BXOAWTH CAWThI, B KOTOPBIX

npucriocobsieHHoctTd A W B O4M3KuM; 1M03TOMy B 3TUX caliTax OyJeT Takke

HabmomaThCcst M30BITOK 3aMeH asinens B. ITagenue otHomenuit yactor B—>A/B—>C
COBMECTHMO C THIIOTe30M O Pa3/IMyHbIX, HO HEM3MEeHHBIX JIOKa/JbHbIX JaHAmadTax
TIPUCITOCOO/IEHHOCTH CaliTOB TOJILKO B TOM CJTyuae, eC/ii periepTyap aMUHOKUC/IOT B
OBICTPO 3BOJIIOLIMOHUPYIOIIUX CalTax OyJeT y3KuM (BK/IHOUAIOIIMM aMHUHOKUC/IOTHI
A u B), a B Me[jIleHHO 3BO/IIOLIMOHUDPYIOLIUX CalTax perepTyap [0/DkeH ObITh
mUpoKUM. OIHAaKO BEpHO TMPOTHUBOIIOIIOKHOE (CM. I/1aBy 4), TMOCKOJILKY OBICTPO
9BOJIFOLMOHUPYIOIIEe CalThl B OCHOBHOM He HAaxOATCS TI0J CTabWUIM3UPYIOLUM
oTOOpOM ¥ MOTYT IPUHUMaTh O0iee MIMPOKKiT HAOOP aMHUHOKHUCIIOT.

YMeHbIlleHHe YacToThl romuMopdusMoB B—>C u 3aMeH B 3aBUCHMOCTU OT
IBOJIIOIIMOHHOT'O BpPeMeHH, TMpoIlie/iiero rnociae dbukcaluu aanens B, yka3biBaeT Ha
TO, YTO TMPHUCTIOCOO/JEeHHOCTh TeKyllero aasess B yBennuMBaeTcsi CO BpeMeHeM.

OpHako ecnu Obl 3TO yBe/ldueHHe ObLIO eAVMHCTBEHHBIM M3MeHeHWeM JaHiadTa
TIPUCTIOCOOIEHHOCTH TI0C/Te 3aMeHbl A—>B, a ripucrnoco6neHHocTs A u C ocTaBasach
HEeW3MEeHHOW, OTHOLIIeHre 4acToT 3aMeH B—>A k B—>C u nonmmop(pu3mMoB [0/KHO
ObI0 ObI YBEJTMUMBATHCS, @ HE YMEHBIIIaThCsl CO BpeMeHeM, B MPeATIo0KeH!H, UTO B
MOMEHT 3aMeHbI TIPeJJKOBOM aMUHOKHC/IOTe A COOTBETCTBOBAJIO 0oJibiliee 3HaueHHe

HpI/ICHOCO6JIEHHOCTI/I, yeM dMHWHOKHMC/IOTaM C, KOTOpbleé HHUKOI'd PdHee He

HaOmomamick (cMm. rMaBy 2). HampotuB, yMmeHbllleHHe TIPUCIIOCO0/IeHHOCTH A
TIPUBOJUT K HaOMofaeMoit JuUHaMHUKe, T.e. TaJleHHI0 OTHoIneHus B—>A/B—>C.

[TosToMy Habmrofaemasi AMHAMHKa OTHoIeHusi B—>A/B—>C mnoaTBep)kgaeT, uTo,

x0T o00a 3ddekra — W yBeJMUeHHWe TNPHUCIIOCO0/IeHHOCTY B, W yMmeHbllleHue
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TIPUCITOCOO/IEHHOCTH A — TIPOMCXOASAT Tiocjie 3amMeHbl A—>B, BTOpoM 3ddekT
cwibHee, 1 UMEHHO OH [IOJDKeH ObITb OCHOBHOM TIPUUMHOW YMEHBIIIeHUs] CKOPOCTH
KOHBEPreHTHOW  3BOJIIOLUM C  YBeJIMYEHUWEM  SBOJIIOLIMOHHOTO  PacCTOSTHUS
[24, PucyHoK 5] W ypOBHS peBepTUPYIOLIMX MMOAMMOP(U3MOB U peBepcuil C

BO3pacTOM TpsiMoM 3aMeHbl (PucyHok 3.4). CrmycTsi Bpemsi, COOTBeTCTBYyollee ~1

HYK/IEOTUJHOM 3aMeHe Ha CUHOHUMWUUHBIM CaWT Tiocjae 3aMeHbl A—>B,
TIPUCITOCOO/IEHHOCTh 3aMeHeHHOM aMUHOKHCIOTBI A [JOCTUTaeT HOBOTO, CTaOWIBHO

HHU3KOT'O 3HAYEHUHA.

3.3 BeIiBOjbI

V3meHeHMe /I0KaJbHOTO aJJaliTUBHOTO JlaH/miadTa — Me/lJIeHHbIA Tpolecc, U,
BEPOSATHO, OH TIPOMCXOAUT B OOMBILION CTETIeHH M3-3a 3aMeH B JIPYTUX calTax bOenka
WM B IPYTUX OeJIKax.

[ToCcKOMBKY B CpefjHeM OTHOLLIEHVE KOJIMYeCTBAa HECUHOHMMUYHBIX 3aMeH U 3aMeH
B He(YHKIJMOHA/IbHBIX YacCTsX reHoMma coctaBasgeT ~0,1, Gemok “3abbiBaeT” 0
3aMelleHHOM aMHHOKHWC/IOTe Tiocae Toro, Kak ~20% aMHHOKMCIOT B TeHOMe
3aMeHWINCh. KOHeuHO, 3TM BTOPOCTeleHHble 3aMeHbl He B/IMSIOT HAlpsIMyK Ha
TIPUCITOCOO/IEHHOCTh 3aMeHeHHOM aMUHOKHCIOTHI A. VIX oTpHIjaTe/lbHOe B/IMsHYE Ha
TIPUCIIOCO0/IEHHOCTh A IO/PKHO TIPOUMCXOJUTh MU3-3a Mpeobsia/jaHusi OTpULiaTeTbHOrO
SMMCTasa: 3aMeHa B T[POM3BOABHOM CalTe TeHOMa CKOpee CHIDKAaeT, ueM
yBeJIMUMBAeT, ITPUCTIOCOOIEHHOCTh C/Iy4alHO BBIOPDAHHOTO TeHOTHMa C OOMbIIoi
TIPUCTIOCOO/IEHHOCTBI0. DTO He YAWBUTE/BLHO, TTOCKOIBKY OOMBIIMHCTBO T€HOTHIIOB
WMMeIOT HU3KHe (Hy/eBbie) TIPUCIIOCO0IeHHOCTH. /1Sl TOro, YTOOBI ITOHSTH, SIB/SFOTCS
JI1 3TH 3aMeHbl BO BTOPOCTEIEeHHBIX caliTaxX 1Mo Oo/blliell YaCTU alaiTUBHBIMU WTH

OKOHOHEﬁTpaﬂbeIMH, HEO6XO,£[I/IMBI AOITOJIHUTEJ/IbHBIe UCC/IeJOBdAHHA.
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4 OneHKa 3(p(eKkTa rereporeHHOCTH afJaliTUBHOIO JIaHjmadTa MeXay

canTaMu

4.1 3¢ deKT reTeporeHHOCTH CaNTOB

[lpy pacueTe 4YaCTOT 3BOJIOLMOHHBIX COOBITHI TIO (paillaM MHOXKeCTBEHHbBIX
BbIDAaBHMBaHUK (ry1aBa 3) BCe CauThl T[epeyrc/ieHbl B JIMHEMHOM MOPSAKe,
MH(OopMalYsl 0 IPOCTPAHCTBEHHOW CTPYKType Oeska yTpaueHa, Cje/joBaTelbHO, BCe
CaiThl  paBHOIpPABHO YUWTHIBAIOTCS TMpU  TMOACYeTe uyucjaa coObiThil. B
JleMICTBUTE/IbHOCTU CaWThl He OJWHAKOBBI 10 CBOMM CBOMCTBAaM: B 3aBUCUMOCTU OT
TOJIOYKEHUsI caliTa B TIPOCTPAHCTBEHHOM CTpPyKType Oenka B HeM MOKeT OBITb
TIpeINIOYTUTE/IbHA Ta WK MHAsi aMUHOKHUC/IOTA.

[TycTh KaX/blii caliT OeI0K-KOJUPYIOIIero reHa MPUHAZJIEXKUT OJHOMY U3 JIBYX

KJIaCCOB C pa3HbIMH, HO CTaTUUeCKUMU, aflaliTUBHBIMU JaH agTamu (PucyHok 4.1).
Jlangmiadt caiitoB kimacca 1 Oosiee MUIOCKHWM, U B HeM 3ameHa A—>B 6mm3ka K
HelTpanbHOM, a B JlaHALIadTe calToB Kacca 2 3aMeHa A—>B GoJiee pagukanbHa.

B cwly cTaTUYHOCTHM afianTUBHOTO JyaHAmadTa obpatHas 3amMeHa B—>A Oyger
Gosiee BeposiTHOH (OyzeT MPOUCXOAUTEL C OoMblliel CKOPOCThIO) B caliTax kiacca 1,
yeM B caWrtax Kkmacca 2. CrefioBaTe/libHO, B CpeJHeM B caiiTax Kmiacca 1
9BOJTIOL[IOHHOE PACCTOSTHUE MEXKIy IpSMOM W oOpaTHOM 3aMeHOU OyJeT MeHblile,
yeM B caWTax Kjacca 2.

Takum o0Opa3om, HabmoZlaeMoe TiaJleHWe  YacTOThl  OOpaTHBIX — 3aMeH
(momumopdu3MOB) € yBeTMUEHUEM PAaCCTOSHUS MKy TIPIMOM 1 00paTHOM 3aMeHOi
(momumopdu3MOM) MOXKET OBITh CJIe[ICTBUEM TI0/Ipa3/ie/IeHs] CAUTOB Ha KJ/IaCChl TIPH
CTaTUUeCKOM aZlalTUBHOM JiaH iiadTe, T.e. C/ie[)CTBUEM 3aBUCUMOCTH aJjalITUBHOIO
na"gmadTa OT MMHEMHON MPOCTPaHCTBEHHOW KOOPAWHATHI B BHIDABHUBAHUM O€/T0K-
KOJUPYIOIIlero TeHa, a He C/AeJCTBMEM W3MeHeHHs aJlalTUBHOTO JaHJiadTa co

BpEMEHEM.



Knacc 1 Knacc 2
S,(B,A) > S,(B,A)
& .| &
|;for;os;1pfgns___7|A | |B| A | |B|
Mus musculus | B | B | B | B
| canis lupus familiaris || B | B | B | B |
Aty | Loxodonta africana | B | B | B | B |
J | Monodelphis domestica I A | A ' B ' B
| Omnithorhynchus anatinus || Al A | | B | | B |
At | Gallus gallus | A | A | B | B |
2 _| Xenopus tropicalis A | A | 'B | 'B |
v | "Danio rerio A A A A
|| Petromyzon marinus || A | | A | | A | | A |
| o | | |
|| 1 [ 2 | 3 | 4

/ - - /T J/f .
_ N(ABBBAA |outgroupl > vV = N (ABBBAA |outgroup?2)
%% N(BBBBAA |outgroup1 | %% N (BBBBAA |outgroup2)

X

|

PucyHok 4.1. Knacchbl caliToB B BbIpaBHHUBaHWH 0eT0K-KOAUPYIoLieit

rocsiefioBatelbHOCTH. [ToKa3aH rpumep Hab/Ir0[aeMbIX aMUHOKHC/IOT JJIsT IBYX

CaWTOoB KJacca 1 v Aj1st ABYX CaWTOB KJacca 2. V — CKOpoCThb peBepcuii A—>B—>A,

paBHasi OTHOLLIEHUIO KOJTMYeCTBa CAaUuTOB C PeBepCHen K KOJIMUeCTBY CalTOB, B

KOTOPBIX IMPOM30IIL/Ia TOJILKO TIpsiMast 3aMmeHa A—>B, /111 COOTBETCTBYIOIIIETO
SBOJIFOLMOHHOIO PaCCTOSHKS MEXy MPAMOM 1 00paTHoi 3ameHamu (41 ).
[TockosibKy | MpsiMasi, ¥ oOpaTHasi 3aMeHbI B caliTaX Kjacca 1 COOTBETCTBYIOT
MEHBIIIMM M3MEeHEHUsIM TTPUCITOCO0IEHHOCTH, YeM B CalTax Kiacca 2, MHOYKEeCTBO
CaiiToB, B KOTOPBIX IIpsiMasi 3aMeHa HabJ1to/janack HeflaBHO, Oy/1eT oboraiiieHo

vV, >V

At At,

calitaMu Kiacca 1, u

Ha3oBeM omucaHHylO THWNOTe3y TUIIOTE30M TeTepOreHHOCTH CauToB. B
JNeNCTBUTENILHOCTA  [IO/DKHBI ~ Habmozatbess  oba  3ddekra, BausAome Ha
HaOJ/to/laeMble  TaTTEPHBI — W HM3MEHUYMBOCTh CalWTOB TI0 (opMe afarnTUBHOIO

naH,qma(bTa, 1 3daBHCHUMOCTDB ]IaH,ZLHJa(bTa OT BpPEMEHH. BOHpOC B TOM, HMMeeT JI1
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BpeMeHHOU 3G heKT 3HaUMMYI0 aMITUTY Ay Ha doHe 3ddekTa pa3HOOOpa3us CaluToB.

[171s1 IPOBEPKM TUIIOTE3bl TeTEePOreHHOCTU CauTOoB Obl ucrosib3oBaH ABC-TecT.
WcxogyMm 3 TOro, UTO MbI y>Ke HaO/iro/jlaeM TiafieHWe uacTOThl 3amMeH B—>A c
yBe/IMUeHHEeM SBOJIFOI[MOHHOTO pACCTOSIHUSI MeXJy npsMou 3ameHou A—>B wu

obpatHoit B—>A (rnaBa 3). Byaem HabmozaTth 3a OTHOIIIEHWEM KOIAYECTBa

o0OpaTHbIX 3aMeH W3 aMHUHOKUC/IOTHI B B aMUHOKHCIOTY A K KOJIMUeCTBY OOKOBBIX

3ameH B—>C. DJTo oTHollleHWe TakKe yObIBaeT C yBeJMUeHHEM 3SBOJTIOLIMOHHOTO
paccrosinvg (Pucynok 3.4).

[Tyctb 3¢ deKT reTeporeHHOCTA CalTOB Ipeo0ajaeT; 3TO 3HAUUT, UTO OOJbIlIas
yactotTa 3ameH B—>A u B—>C Ha MeHbIIMX 5BOFOLMOHHBIX PaCCTOSHUSIX

OOBSICHSIETCSI TIPeMMYILIeCTBeHHBIM TIOTaZilaHueM CalToB B KiacCc 1, B KOTOPOM
TIpeINIouTHTe/IbHee oOpaTHble 3aMeHbl B—>A, a MeHbIIlas yacToTa 3aMeH B—>A wu
B —>C 00bsicHsieTCs TIpeuMYlileCTBeHHbIM T10TIaZlaHueM CaliTOB B K/lacC 2, B KOTOPOM
nperouTuTe/ibHee O0KoBhIe 3aMeHbl B—>C. B TakoMm ciiyuae B caiiTax Kjacca 2
JO/DKHO Hab/mo/aThCsl TIOBBILLIEHHOE KO/MYecTBO 0OOKOBbIX 3aMeH B—>C 1o

CpaBHeHHIO C 0OpaTHBIMU 3aMeHamMu B—>A.

KonmuuecTBO OOKOBBIX 3aMeH CBsSI3aHO C  KOJIMYECTBOM  aMHUHOKHCIIOT,
pa3pellieHHbIX B JJaHHOM CaliTe — C IIUPUHON CIeKTpa aMHHOKHUC/IOT. UeM Impe
CTIeKTD BO3MOXXHBIX aMHHOKHUC/IOT, TeM Oobllile 3aMeéH W3 aMUHOKHUC/IOTHI B B
aMUHOKHCJIOTY, OT/IMYHYI0 OT A ¥ B (MMeHHO TakoBO ormpejeneHue BapuaHrta C).

CnepmoBaTe/ibHO, B cailTax Kiacca 1 fo/mkeH ObITh Oosiee y3KuUi CIIEKTP pa3pelieHHbIX

AMUHOKHCJIOT; TIO9TOMY TaM 4allle TPOUCXOJAT obpaTHble 3aMeHbl A —>B, 1o
CpaBHEHUIO C caliTaMu Kjacca 2.

B caiitax kmacca 1 HabmrozaeTcst 6oJibliiasi yacToTa 3aMeH (CKOPOCTb SBOJIIOLINHN),
yeM B calTax Knacca 2 (PucyHok 3.4B,e).

Takum o0Opa3zom, ciydae mpeobsazanusi 3¢ @deKTa TeTeporeHHOCTH CAWTOB B

caiiTax ¢ Oojiee y3KHUM CIIEKTPOM pa3pellieHHbIX aMUHOKHC/IOT CKOPOCTh 3BOJIFOLIMN
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JI0/DKHA OBITH BBIIIE, UeM B caiiTax ¢ Oosiee MIMPOKUM crieKTpoM. OfIHaKO IIMpUHA
CrieKTpa [JIO/DKHa ObITb  TOJIOXKUTENbHO  CKOppelvpoBaHa CO  CKOPOCThBIO
MOJIEKY/ISIPHOM SBOJIIOL[MU: 4YeM Oosiblile pa3pelleHHbIX COCTOSTHUM B caiiTe, TeM
Oosiblllee  KOJIMYECTBO 3aMeH B HeM [IO/DKHO TPOUCXOAUTh. [lanmee 31O
TIpe/rooKeHre TeCTUPYeTCsl B SBOJIOLMU Oe/IKOB IlaleHTapHbIX MJIEKOIUTAIOLX

N HACeKOMBIX.

4.2 JIBe XapaKTepUCTHKH 0€/TI0K-KOAMPYIOIIEro cauTa

OBOJIIOLINI0 OE/TKOBOTO CaiiTa MOYKHO OXapaKTepu30BaTh, C OJHON CTOPOHBI,
CKOpPOCTBIO (YaCTOTOM) 3aMeH B 3TOM CaWTe, a C APYrOM CTOPOHbI — ILIMPUHOM
CreKTpa JI0NyCTUMBIX B CaliTe aMUHOKHUC/IOT.

[IpeAaronoxum B Ayxe HEMTpa/bHOM TeOpUM MOJEKYISIPHOM 3BostoLuK [33], uTo
B HEKOTODOM CcailiTe pa3pellleHbl aMUHOKUCJIOThI, KOTOpble AT TPaKTUYeCKU
OJTMHAKOBBIM BK/a[ B MPHUCTIOCOO/IEHHOCTh, a APyTrve aMUHOKHC/IOTBI 3arpelreHsbl,
TIOCKOJIbKY WX BKJIaZl B MPHUCTIOCOO/IEHHOCTh 3HAUMTETbHO HiKe. EC/ii KOIM4ecTBO
pa3pellleHHbIX aMUHOKHC/IOT BeWMKO, TO [l TaKUX CAaWTOB CKOPOCTh 3BOJIOLIUU
OyzmeT BBICOKOW, a CHEKTp 3BOMIOIMM — IMUpPOKUM. CriejoBaTe/IbHO, MOKHO
OKUZATh, UTO CKOPOCTh 3BOJIIOL[MM U IIMPUHA CTIeKTpa Hab/tojaeMbIX aMUHOKHCIOT
10 BCEM cailiTaM [IO/DKHbI OBITh TIOJIOXKUTENBHO CKOPpPe/JMpOBaHbl.  3aziaua
HaCTOSIIIIero pasfiesia — HWCCAefioBaTh 3Ty KOPPEJSILMI0 Ha OCHOBE HMEIOIIUXCS
JAaHHBIX T10 MOJTHBIM FeHOMaM.

[Tycth Ha ¢unorenuy U3 N BUIOB (He CuMdTasi BHELIHero Buja (ayTrpymi), Mo
KOTOPOMY OMpeeisieTcsl mpeKoBoe cocTosiHue) (PrucyHok 4.2.) B caliTe MPOX30LLIO0
N He3aBUCUMBIX 3aMeH MpeJKOBOM aMHHOKUC/IOTHI Ha OJHY M3 K TIPOU3BO/IHBIX

aMUHOKMC/IOT. 3aMeHa KaK[oro Tuma (3amMeHa Ha OJHY M Ty >Ke MPOU3BOJHYIO

aMUHOKHMCJ/IOTY) BCTpPeYaeTcs X; pas, i-1 , WM C yacToTol 1 .
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0.01
Homo sapiens
0.01
0.01
0.0l Pan troglodytes
0.0z
002 Pongo pyamaeus abelii
0.09
Macaca rmulatta
0.04
———— Callithrix jacchus
007 !
0.02 0.22
=y Cawvia porcellus
0.03
0.03
Mus musculus
0.2z
Rattus norvegicus
0.pz2
0.02 0.09
Oryctolagus cuniculus
0.22
0.11
Equus caballus
0.0l
0.25
L Cani=s lupus familiaris
015
0.03
Eos taurus
0.19
Loxodonta africana
017
Monodelphis domestica
0.33
0.06 .
Drosophila melanogaster
0.04
Drosophila_sechellia
0.12 0.07
0.1 Drosophila_yakuba
0.07 0.05
Drosophila_erecta
0.11 -
0.06 Drosophila_ananassae
0.38 -
l_o.oa D hil doob:
rosophila_pseudoobscura
0.02
1 0.37
0.03 Drosophila_persimilis
0.18 054 Drosophila_willistoni
0.20
Drosophila_virilis
0.07
] o35 Drosophila_mojavensis
0.34
539 Drosophila_grimshawi
578 hopheles_¢ bi,

PucyHok 4.2. @uioreHeTuueCcKue JepeBbs IIaleHTapHbIX M/IEKOTUTAIOLIUX U
Zp030(u1, MCTI0/Ib30BaHHbIe B aHaiu3e. [1MHbl BeTBel n3MepeHbl B CHHOHUMUYHBIX

3amMeHax Ha CMHOHMMWYHbIN cauT (KSs)
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4.2.1 CKOpoCTb 3BOIIOLUA

CKOpOCTh 3BOJIIOLIMA MOXXHO OMpeJensiTh KakK KOJUYeCTBO aMUHOKHUC/IOTHBIX
3aMeH, KOTOpble TMPOMCXOZAT 3a eJWHHLy aCTPOHOMHUYECKOro BpeMeHH. MO>KHO
TaK)Ke MCIO0JIb30BaTh TOT (DAaKT, UTO CKOPOCThb, C KOTOPOM MPOUCXOAST CeeKTUBHO
HelTpaJibHble 3aMeHbl, MOCTOSIHHA (npu TIOCTOSIHHOCTH CKOPOCTH
MyTUpoBaHud [33]), ¥ pacuMThIBaTh CKOPOCTb 3BO/IIOLMY KaK YKCJIO 3aMeH Ha OJIHY
CeJIeKTUBHO HEMTPAJIbHYIO 3aMeHY.

OxapakTepr3yeM CKOPOCTb 5BOJIIOLIMM B CalTe BEJMUYMHOM N — KOJIUYECTBOM
He3aBUCUMbBIX 3aMeH TMpPeJKOBOW aMUHOKUCJIOTHL. B ciayuae N BUIOB n JIEXXWAT B

ripoMexxyTke ot 0 1o N.

4.2.2 llTupuHa crieKTpa J0NmyCTUMbIX aMUHOKHUC/IOT

[IIvpuHy crieKTpa 3BOJIIOLMKA — pa3HooOpa3ue aMHUHOKHC/IOT, KOTOpbie MOTYT
3aHSTh CAaUT — MOXKHO OMpeJIe/IUTh KaK BEPOSITHOCTb TOTO, YTO [iBé He3aBHUCHUMbIe
3aMeHbl IPeIKOBOM aMUHOKUC/IOTHI B CAUTe MPUBOAST K Pa3HbIM aMUHOKUC/IOTaM.

[[IupuHy crieKTpa AOMYCTUMbIX aMUHOKUC/IOT B CaliTe MOYKHO OXapaKTepu30BaThb
Be/IMUMHOM B, aHa/JIOTUYHOW HEeCMeIeHHOW BBhIOOPOUHOM OIleHKe OXKHUJaeMoi
reTepo3UroTHOCTH, KOTOpasi IIMPOKO MCMO/b3yeTCsl B TMOMY/SILUOHHOW TeHeTUKe

[68]:

Ota ¢opMyna [laeT HECMEIeHHYI0 OI[eHKY KOJMYeCcTBa JIOIyCTUMBIX
aMUHOKMCJIOT B CauTe.
B MOXHO TakXe WHTEpPIIPeTUPOBATh KakK /O Tap 3aMeH MpeKOBOM

dMHWHOKHUCJIOTBI, TAKHMX, UTO IIPOW3BOJIHbIE dAMHWHOKHC/IOTBEI OT/IMYHBI APYT OT APYTa.
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CL_Mn—l
[lnsi n 3aMeH CyIL[eCTByeT 2 map (coueranuii 1o 2). Eciu cpeau n 3ameH

€CTb 3dM€HBbI C OJJMHAKOBLIM TIDOU3BOJHBIM COCTOAHHMEM, TO KOJ/JIMYECTBO IIdPp TdKHX

ﬁzx(x—

3aMeH COCTaBUT -1 (KO/IMYeCTBO COYETAHMM 1O 2 A KaKIOro W3
MHOeCTB x;) . Torza oo nap 3aMeH C pa3/IMuHbIMU NTPOU3BOJHBIMU COCTOSTHUSAMU
MO>XHO BbIPdA3UTh KdK

kx(x 1] )

k , k k k
Z =3 (X =x|| nton-Y x4 x ni-Y K

nM—lJ nln—1 nln—1| nln—1J
2

Jlerko 1oKa3aTh, UTO BeIpakeHue (4.2) paBHo B. IIpeobpa3yem B:

k

NI z_z 2

K nil 212 n X;
i=1

= n—1 B Mn—ﬂ

n—1

B mMoyXeT MeHSTbCs B ripefiesiax oT 0 (Bce Hab/roiaeMble 3aMeHbl BeyT K OIHOM U
TOM >Ke aMUHOKHCJ/IOTe, UTO O3HAayaeT, UTo JIMILIb O/HAa He-TpeJKOBasi aMUHOKUC/IOTa
AB/ISIETCS IOMycTUMOM) 10 1 (Bce HabO/iro/laeMble 3aMeHbI SIBSIOTCS 3aMeHaMU Ha
pa3Hble aMUHOKHC/IOTBI, UTO O3HauaeT MaKCHMajbHOe pa3HooOpa3ue [0MyCTUMBIX
3ameH). fIcHO, uTO B MO’KeT OBITH OTpe/ie/IeHO TOJILKO Jisi CAUTOB C KOJUYECTBOM
3aMeH He MeHbllle IByX. Mepa pa3HooOpa3usi aMMHOKUC/IOT, aHajioruuHasi B, Oblia

ripe/ijio’keHa B cTaTbe [69].

4.3 MeTouKa pacuera

4.3.1 ®unoreHuH ¥ HaOOPHI JAHHBIX

OTcyTcTBHE KECTKO OIpe/ie/IéHHbIX TpeboBaHWM K TOMOJOTUM (DUIOTeHU!

IMMO3BOJ/IM/IO HAM HCIIOJIB30BATH B 3TOM pa3feJe OoJiblllee YHCIIO BHI0OB, 4UeM B
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aHanmm3ax W3 riaBbl 3. [I1g aHa/iv3a MCIO/b30BaMCh [Ba He3aBUCUMBIX Habopa
JlaHHBIX: 13 TMOMHBIX T€HOMOB TiNalleHTapHbIX MyieKonuTaromux (PucyHok 4.2) (Bce,
CeKBeHHMPOBaHHbIe C MOKPbITHEM OoJbilie 5X) ¢ onoccymoM Monodelphis domestica B
KaueCcTBe BHeIIHero Bujga U 11 reHOMOB BHJOB IIIOJIOBBIX MYyIIEK W3 poja
Drosophila ¢ manspuitHelIM KomapoM Anopheles gambiae B KauecTBe BHeIIIHEIo
BU/JA.

HNannbie ObuTH 3arpy’keHbl U3 0a3pl AaHHbIX UCSC Genome Browser [57].
W cnonb30Banuch BbIpaBHUBAHUSI KOJUPYIOLIUX TOCAe0BaTe/IbHOCTe 45 BUJOB
T03BOHOYHBIX u 13 BU/IOB HaCeKOMBIX

(http://hgdownload.cse.ucsc.edu/goldenPath/hg19/multiz46way/alignments/knownCa

nonical.exonAA.fa.gz). [nsg mony4yeHUss OPTOJOTMUHBIX HAabOOpPOB TeHOB B

COOTBETCTBMM C aHHOTanuern Homo sapiens (Drosophila melanogaster) 06w
u3B/iedeHbl  Oe/IOK-KOAUWpYOIKe  reHbl.  Hyk/ieoTugHble  BbIpaBHUBAHUS
OPTOJIOTUUHBIX reHoB obuH TPaHC/IMPOBaHbI B aMUHOKHUC/IOTHbI®
Toc/iefloBaTeTbHOCTH. Pe3ynbTHpylolie Habopbl AaHHBIX cogepxkamu 3 705 042

cauToB (Hacekomble) U 12 520 688 (maljeHTapHble MIEKONUTAOIIe).

4.3.2 PeKOHCTPYKI|MA 3aMeH B NMPeJKOBbIX IMHUSAX

I11s1 peKOHCTPYKI[MH TIPEJIKOBBIX COCTOSTHUN M COOTBETCTBYIOIUX 3aMeH ObLT
WCTIO/Ib30BaH ~ METOJ]  HauOOo/bIllero  IpaBZOIoA00Us,  peanu30BaHHbI B
nporpaMMHOM Tiaketre PAML [65]. Tlo MHO)KeCTBeHHOMY BbIDABHUBAHHWIO OesOK-
KOJUpYHOLLlero reHa koMaHza codeml [aeT CIMCOK aMWHOKWUCJIOTHBIX 3aMeH [JIsl

Kaxzgoro canta. CxeMa pacueToB IprBefieHa Ha PrucyHke 4.3.


http://hgdownload.cse.ucsc.edu/goldenPath/hg19/multiz46way/alignments/knownCanonical.exonAA.fa.gz
http://hgdownload.cse.ucsc.edu/goldenPath/hg19/multiz46way/alignments/knownCanonical.exonAA.fa.gz
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MoNHOreHOMHble BblpaBHUBaHUA AHHOT&LI,MFI

' '

13BneveHne 6enok-koanpyroLLKX
nocnepoBaTesIbHOCT i

l

basa opTonoros ®PunoreHeTUYeckoe aepeBo

; i

PAML: BoCCTaHOBMEHNE NPEAKOBbLIX COCTOSHNIA
N 3aMeH

Pas6op BbIxogHbIX chaiinos PAML, nonyverune
[aHHbIX 0 KONUYECTBE 3aMeH U KONMYecTBe
aMWHOKNCNOT B caiiTe.

!

Pacuert ctatuctukn u B

'

PaccueT koppensaunii n ypoBHeii sHauumocT: R

PucyHok 4.3. CxemMa nipoBeieHUs1 paCueToOB
[Isi CTaTUCTUUECKOTO aHa/v3a U MOCTPOoeHUsi rpadMKOB UCIOIb30BajICs TlaKeT

R [70].
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4.4 ITonyuyeHHbIe KOppeIALMHA

4.4.1 Koppe/sijuu no cauram

Ha Pucynke 4.4 moka3aHa CBSI3b MEXAY CKOPOCTBEO SBOJIFOLMA W ILIWPUHOMU
crieKTpa /11 o0beAMHEHHOW BBHIOODKM BCEX CAMTOB M3 BcexX OenkoB. Bo MHOrmx
caiiTax He MPOU30IIIO 3aMeH, JubO Mpou3olia ofHa 3aMeHa. KonnuecTBO Takux
caiitoB TipuBesieH0 B Tabmuiie 4.1. [Ins 3TUX caliTOB BeMuurMHa B He ormpejeneHa

(oHU He MOKa3aHbl Ha PucyHke 4.4).
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PucyHok 4.4. KonuuecTBa caiiTOB Zijis pa3/IMuHbIX KOMOWHaI[Wi 3HaueHui n u B s

Drosophila (cneBa) u /151 Ti/lalleHTapHbIX MJIEKOMUATAIOIIMX (CpaBa)

Tabnuija 4.1. Caiitel ¢ 0 1 1 3aMeHOM

KommuectBo caiitoB (% oT 00111ero urca)

VHBapraHTHBIX C opiHOM 3aMeHOU
Drosophila 2886 411 (78%) 324 330 (9%)
[TnayeHTapHbIE 5086 661 (40%) 353 544 (3%)

MJIEKOIINTAIOIIre
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4.4.2 Koppesinyu ¢ yCpeJHEHHEM 110 0e/IKy

Ha Pucynke 4.5 mokasaHbl KOppeJiiLud MeXJy n U B Ha ypOBHe OT[ebHbIX
OenkoB. s kKaxzgoro Oeska pacuuMTaHo apudMeTHUecKoe CpefiHee BeJIWYMH,
XapaKTepHU3YIOIUX CKOPOCTh 3BOJIIOLIUM (N) U IIMPHHY crieKTpa (B) ais Bcex calToB,

B KOTOPBIX ITPOM3011/I0 KdAK MUHHUMYM /[IB€ 3dMEHbI Hpe,ﬂ[KOBOI\/’I dMHWHOKHUCJ/IOTBI.

Hacekombie MnaueHTapHbie MNEKONNTAalK WWe

0.8 1.0

0.6

lupuHa cnektpa (B)
0.4

lupuHa cnektpa (B)
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- o owooo © o 3
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PricyHoK 4.5. CKOpPOCTh 3BOJTIOL[MH U LIIMPUHA CTIeKTPa, yCpeAHeHHbIe TI0 OesikaM [Jjist
Drosophila (cneBa) u niialieHTapHbIX MJIEKOMUTAIOLIUX (CTIpaBa)

B Tabsuije 4.2 npuBe/ieHbl Ko3hduieHTsl Koppessiuu [TupcoHa n CriupMeHa

MeXKJly CKODOCTBbIO 3BOJIIOIMM W IIMPUHOM CIEKTpa, pacyMTaHHble Ha OCHOBe

MO/NlyYeHHLIX JaHHbIX. Bce KOo3(pOULMEHTH 3HauuMMo oTauuarTca or 0
(p- value < 2,2-10'°).

Tabsuria 4.2. KoadduimeHTb KOpPesIsALd MeX/Ay CKOPOCTBIO 3BOIOIUH U

IIMPUHOM 3BO/TIOLIMOHHOTO crieKTpa Asi 20 aMMHOKHUCIOT

Drosophila [1arieHTapHbIe M/IEKOITUTAIOLIINE
R ITupcoHa Rho Criupmena R Ilupcona Rho Crinpmena
ITo cauiram 0,12 -0,11 0,11 -0,12

ITo 6benkam 0,29 0,26 0,34 0,39
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4.4.3 Koppensanuu 1o KjiaccaM aMUHOKHUC/IOT

Ha Pucynkax 4.6, 4.7 u B Tabnuije 4.3 npeacTaBieHbl aHA/JIOTUUHbIE JaHHBIE [1JIs
cyuasi, KOT/la aMMHOKUC/IOThI CTPYIIUPOBaHbI B 6 K/1acCOB MO (hU3UKO-XUMHUUEeCKUM
cBOMcTBaM B cooTBeTcTBMM C pabortout [71] (AVLIMC, FWYH, STNQ, KR, DE,
GP). YuuTeBaiuCh TONMBKO Te 3aMeHbl, B pe3yJ/ibTaTe KOTOPbIX MEHSJICS KJlacc

aMHHOKMCJIOTEI B calite. Bce KOB(b(bI/IL[I/IEHTI)I KOppeJsiaiy, I11penCcTaB/IEHHBIE B

Tab6mie 4.3, 3Haunmo otTruarorcs ot 0 (p-value < 2,2:107°).
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PucyHok 4.6. KonuuecTBa caiToB s pa3/IMuHbIX KOMOWHAI[WI 3HaUeHu n u B 1st
Drosophila (cneBa) v Ajist rialjeHTapHbIX MIEKONUTAIOIIUX (CIpaBa), pacCUMTaHHbIe

C HMCII0/Ib30BdHKEM KJ/IaCCOB CXO0ACTBd dMHWHOKHCJ/IOT

Tabsmura 4.3. KoadgduieHTb KOppesIsiid MeX/1y CKOPOCTbIO 3BOTIOIUH U

IIMPUHOM 3BOJTFOLIMOHHOTO CMeKTpa AJisi 6 KJacCOB aMUHOKUCIOT

Drosophila [TnaljeHTapHbIe MJIEKOTIUTAOII[HEe
R Tlupcona Rho Criupmena R TMupcona Rho Criupmena
ITo catitam 0,06 -0,08 0,06 -0,05

ITo 6enkam 0,19 0,19 0,23 0,29
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Hacekombie MnaueHTapHbie MAEKOMNNTALD WWe
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PricyHok 4.7. CKOpOCTb 3BOJIIOLIUU U IITUPUHA CITEKTPa, yCpeIHeHHbIe 10 OeKaM st
Drosophila (crneBa) u niaLieHTapHbIX MJIEKOMUTAIOLIKX (CripaBa), paCCYMTaHHbIE C

HCI10/Ib30BaHKMEM KJ/IaCCOB CXO0ACTBd dMHWHOKHC/IOT

4.5 BoiBojbI

[TosiyueHHbIe [laHHBIE TI0KA3bIBAIOT CAabyI0 TIOJIOXKUTETBHYIO KOPPEeJISLIMI0
MeXy CKOPOCTBIO 3BOJIIOLMA W ILIMPUHOU CHeKTpa Kak /Jii WHAWBUAYaIbHBIX
CalTOB, TaK U B CpeJjHeM I10 OesKy, KaK /s M/IeKOMUTAIOLUX, TaK U [/l HACeKOMBbIX
(Tabnurel 4.2,4.3). Vick/itoueHre COCTaB/ISIFOT PaHTOBbIe KOPPeJIsLMY, paCCUMTAHHbIe
Mo caiiTaM, KOTOpble OueHb €1ab0 oTpuliatesbHbl. Koppesnsiquu ycpeHEeHHBIX 0
Oenky 3HaueHWM CKODOCTH SBOJIIOLMA W IIMPUHBI CTIeKTpa UMeT 007bliive
3HAaUeHUs, TIOCKOJIbKY MPU YCPeJHEHUHU YMeHbIIAeTC s AUCTIePCUsl 3HAYeHUH LIWPUHBI
CTeKTpa U CKOPOCTH 3BOJIFOLIUHM.

PanroBele  koppensiquu  CnupmeHa [Jjid  CauTOB  OTpHULIATENIbHBI  TIPU
TIOJIOXKUTETbHBIX Koppensuusax [IupcoHa. 3TO MOXKeT OOBSICHATHCS CTPYKTYPOM
Habopa [JaHHBIX: [Jid HU3KUX 3HAueHWM CKOPOCTU HBOMIOIMU (2-3 3aMeHbI)

IMMPpUCYTCTBYET MHO>XeCTBO TOUEeK co 3HaUeHnuemM MW PHUHBI CIIEKTPA 0
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(Pucynku 4.4, 4.6). PaHroBasi Koppessilds He YUMTbIBaeT pasHULy B 3HAUEHHUAX
IIUPUHBI CIIeKTpa AO0MyCTUMbIX aMUHOKUC/IOT, Y TIPU OOJIBIIIOM KOJIMYeCTBe CAUTOB C
HyJ/IeBbIM 3HaueHHeM B MoskeT ZlaBaTh C/1ab0 OTpUllaTe/IbHbIE 3HaUeHUs1. Y Cpe/IHeHUe
CKOpPOCTel 3BOJIFOL[MU IIMPUHBI CTIeKTpa 1o Oenkam /uiliaeT Habop JaHHBIX ITON
CTPYKTYDBbI, U B 3TOM CJiydyae 3HaueHUs1 Ko3(pduieHToB Koppensuuu CnupMeHa U
[TrpcoHa MoJI0KUTETbHBIE.

B caiiTax, KOTOpble 3BOJIIOLIMOHUPYIOT OBICTpee, pa3HOOOpasue AOMyCTUMBIX
aMUHOKHMCJIOT ~ TakKkKe HeMHOro Bbliie. IIpocTeiiiiee  0OBsICHEHHE — 3TOH
TI0JIO>KATETbHON KOppesAliid B TOM, UTO OOMBIIMHCTBO aMUHOKHCIOTHBIX 3aMeH
MPOUCXOJUT B CEJIKTUBHO HEWTpabHbIX, WA IIPAKTUUYeCKd HEWUTPasIbHBbIX,
cavTax [33]. OTH calTbl 3BOMIOLIMOHUPYIOT CO CKOPOCTBHIO BbIllIE CpefHen
BCJIE[ICTBUE OTCYTCTBUSI CEIEKTUBHOTO OTPDaHUYEHMSs, U B HUX [OMYCTUMbI MHOTHE
aMHUHOKMCJ/IOTBI, UTO TIPUBOAUT K MOJIOXKUTETbHOM KOPPEJISLIUM MEXAY CKOPOCTBIO U
LIMPUHOM CIeKTpa.

He nHabmomaercss oTpuiiaTe/ibHasi KOPPeJIsALMsA CKOPOCTH 3BOTIOLMUA Y IIWPUHBI
CTIeKTpa, Uero MOXKHO OXKHJaThb B TIPeAIIoNIoKeHHMH o mnpeobiaganun 3dderTa
reTepOreHHOCTU CaWTOB, CJie/IOBAaTe/IbHO, U3MEHEeHre afanTUBHOrO jaHAmadTa BO
BpeMeHHU MMeeT 3HauMMYI0 aMIJIUTyly Ha (oHe 3(pdekTa reTeporeHHOCTH CalTOB.

OpHako ToslydyeHHasi KOppesisilids [JOCTaTOYHO Masia. B cjiyyae OTAenbHbIX
CAlTOB 3TO MOXXET OBITH C/Ie[[CTBUEM Majoro KOJMJecTBa BUJOB B 000ux Habopax
NaHHbIX. B camom feste, a1 11 wim 13 reHOTUIIOB 3HaUYeHWs] CKOPOCTU 3BOJIFOLIUU U
LIMPUHBI CIIEKTpPa OMNpPeAeNsitoTCS /sl KaXKAOro KOHKPETHOIO CaWTa TOJBKO CO
3HAUUTEFHOW OIMMOKOM, uTO CHIKaeT Koppensiuio. OpHako 3¢GdeKT HU3KOTOo
pa3Mepa BBIOOPKM [O/DKeH ObITh 0cC/1abieH, KOrja /JaHHble XapaKTepUCTHUKU
PACCUUTBIBAIOTCS B CpeZIHEM TI0 OesKy, KaXKAbIi U3 KOTOPBIX COCTOUT U3 MHO>KeCTBa
CaAMTOB, U, IeNCTBUTE/IbHO, KOPPe/SILiUs Ha YpOBHE Oe/TKOB 3HAUUTEe/TbHO BHIIIIE.

CyMMapHasi JjiliHa BCeX BeTOK (PUIoreHeTHUeCcKOro JepeBa B eguHullax Ks amst
TialleHTapHbIX MJeKonmuTarolux paBHa 3,20, a ass apo3odun 2,08. IIpeamnosnaras,

UTO 3BOJ/IIOLIMA B CMHOHHMMHWUHBIX camTax IMMPpaKTU4YeCKH HeﬁTpaﬂbHa, MO>XXHO OXXHIdTb
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~6 ¥ ~4 HeCUHOHMMUWYHBIX 3aMeHbI B KOJIOHE Ha 3TUX [IePeBbsIX B C/Iydyae OTCYTCTBUS
ceneKTUBHOTO orpaHnueHus (Ks paccumTeiBaeTcs Kak KOJIMYeCTBO CUHOHUMUYECKUX
3aMeH Ha CUHOHUMHUYEeCKWH CalT, B C/lyuyae OTCYTCTBUS CEeJIEKTUBHOTO OrpaHUYeHUs
3aMeHbl B CHMHOHMMHWUYECKMX W HECHMHOHMMHWYECKUX CauTax paBHOBEPOSTHBI,
HEeCMHOHMMUYEeCKUX CalTOB MIPUMepHO B 2 pa3a 0oJibllle YeM CHHOHUMUYECKUX, T.K.
3aMeHbl B TIePBOM M BTOPOM TT0JIO)KEHUU KOJIOHA B OCHOBHOM HECMHOHUMHUYECKUE, a
3aMeHbl B TPeTbeM IOJIOKEHUM — B OCHOBHOM CHMHOHUMMHUecKue). CauTbl C TaKUM
OonbIIM KomuecTBOM 3ameH peaku (13% caiitoB ¢ 4 3ameHamMu W 6Gosibliie B y
npo3odun, 2% caidToB c 6 3aMeHaMu U 0oJibille y MileKoTUTaomux) (PucyHok 4.4),
YTO YyKa3blBaeT Ha IIMPOKO PAacrpoCTpaHeHHOe Ce/leKTUBHOe OrpaHuyeHue Ha
CKOPOCTb 3BOJIIOIIMM. 3HaueHWe IIUPUHBI CrieKTpa B B caliTe 6e3 orpaHuueHus
JOJDKHO OBITH O/TM3KO0 K 1, TIOCKOJIBKY AJIs1 KaXKJOM aMUHOKUC/IOTHI B COOTBETCTBUU C
reHeTUUYeCKHUM KOJIOM JI0/DKHO ObITh OT 5 70 12 cocefeld, OCTYITHBIX B pe3y/IbTaTe
OIHOW HYK/IEOTHAHOW MyTallid, NPU KOJWYEeCTBe 3aMeH B cauTe paBHOM 4-6 B
cpegHeM Bce 3aMeHbl OyAyT pa3iuuyHbIMU. VM CHOBa Mbl BUAUM OoJjiee HU3KHE
3HAUeHUs], YTO YKa3bIBaeT Ha 3HAUMTE/bHOE Ce/IeKTUBHOe OrpaHUYeHHe Ha LIUPUHY
CrieKTpa.

Takum 06pa3om, CKOPOCTh 3BOJIIOLIMU U IIIMPHHA CIIeKTpa — 3TO JiBe pa3/IMuHble
Y viib c1abo CBsi3aHHbIE XapaKTePUCTUKU OeTKOBOI 3BOJIIOIMM, KOTOPbIe HY>KHO
WCIIO/Ib30BaTh OTAENbHO B CJIOXKHBIX aHaau3ax. EcC/iIM [OCTyrHO BbIpaBHUBaHUE
OO/BIIIOTO KOJMYeCTBa OPTOJIOTMUHBLIX OE/IKOB, TaK UTO 3HaueHWs AJi KaKIoW u3
XapaKTepUCTUK MOXXHO OLIeHUTb C XOpOIIeM TOUHOCTBIO [Ji OTAEeIbHBbIX CAUTOB,
ObUI0 OBl MHTEPECHO W3YUYUTh CAMThl, B KOTOPBIX CKOPOCTh 3BOJIIOLIMM BBICOKA, a
IIIMpHHA CITeKTpa HeBeJIMKa, U HaobopoT. CalThbl, KOTOPbIe 3BOIOI[MOHUPYIOT OUeHb
ObICTPO, HO [OMYyCKAalOT JIMIIIb Majioe KOJUYEeCTBO aMHHOKHC/IOT, MOTYT
Mo/IBepratbCs  3MM30/laM  TIOJIO)KUTEJILHOTO  OTOOpa, a  CalThl, KOTOphbIe
9BOJIIOIIUOHUPYIOT Me/JIeHHO, HO JIOIyCKaloT O0/bIlloe KOJUYeCTBO aMHHOKHUCIIOT,
MOTYT OBITb IO/ STTUCTAaTUUECKAM 0TOOPOM, Ha KOTOPKIN BJIHSIET IBOJIIOLUS B APYTUX

camrax.
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5 Pa3mMeneHue CTON-KOJ0HOB YMeHbIIaeT KOJINUeCTBO HOHCEHC-
MyTalnuu

MousiekysisipHasi BOTIOLMST 0e0K-KOAUPYIOIIUX MOC/e0BaTe/IbHOCTe 3YKaproT
v3yyaeTcsl Ha (poHe JOCTaTOYHO KOHCEPBAaTUBHOTO arirapaTa TPaHC/SALWU, KOTOPbIA

66T chOpMHPOBAH B 3BOJTIOLIMY PaHHE! JKU3HHU.

[Ipy  3BOMOLIMOHHOM  (OPMHPOBAHMM  amrmapaTa TPaHUISLUM  MOXKHO
TIPe/INIOIOKUTh  OJHOBPEMEHHOE CYIleCTBOBAHME OPraHW3MOB C Pa3/IMYHbIMU
reHeTUYeCKUMHU  KojaMd, 0O0/ajjaloluMu  HeoAWHAKoBOM 3¢ (eKTUBHOCTHIO
TpaHcisaLuu. CrieloBaTe/IbHO, MOXKHO TIPeZICTaBUThL cebe ajanTUBHEIN JaHgmadT Ha,
MIPOCTPAHCTBOM T'€HEeTUYEeCKUX KOJOB, B KOTOPOM KaXKIOMY K3 BO3MOXXHBIX KOZIOB
NIPYUCBauBaeTCs HEKOTOpoe 3HaueHWe TPUCIOCO0IeHHOCTH, COOTBETCTBYIOLIlee

MUHHUMU3a1MHU 3G (HeKTOB orpezie/ieHHbIX MyTallUi.

B jaHHOl TI/1aBe M3yyaeTCs TakKOM aJanTUBHBINA JaHAIIApT M TOKa3biBaeTCs

IMOJ/IOKeHHEe Ha HEM CTaHAAdPTHOI'O reHETHUYEeCKOT'0 KO/ a.

5.1 Bo3HUKHOBeHHe reHeTHYeCKOro Koja

AMMWHOKHWC/IOTHas TOC/e[0BaTeNbHOCT, 0Oenka orpefienisieTcsl HYyK/IeoTHHOMN
MOCJIeJ0OBaTeIbHOCTBIO KOAUPYIOLEro ero reHa B COOTBETCTBUM C TeHETHYeCKUM
KogoMm. OfHYy aMMHOKMC/IOTY 3aJaeT HYK/IeOTUIHBIM TPUIUIeT, WU KOLOH — TpH
rocJiefiloBaTeqlbHO HUAYILIUX HyKIeoThza. ITopsoK HyK/IeOTHIOB 3HAuUUM, MO3TOMY
cyiiecTByeT 4°=64 pa3IMuHbIX KOZIOHA. 3 HUX B CTAHJAPTHOM T€HETUUYECKOM KO/ie
61 sIB/IsSIeTCST CMBIC/IOBBIM, KOAUPYIOLUM aMUHOKUCJIOTHI, @ 3 — TEePMHHUPYIOLUMH,
WIA CTOMN-KOZOHaMHM, [alolMMKA CHUrHa/l K TIpekpaileHuto cuHTe3a Oenka. C
dopmanbHON TOUKU 3peHUsi TeHeTUUeCKui Ko/ eCcTh oTobpakeHue andaBuTa U3 64
TPUILIETOB C OMpe/e/eHHOM BHYTPEHHEU CTPYKTYPOM Ha MHOKECTBO, COCTOSILLIee U3
20 cuMBOJIOB (aMUHOKHUCJIOT) M 1 3HaKa MpernvHaHusl.

Peanu3oBaBuMiics B~ TIpUpPOJEe  CTaHZAPTHBIN reHeTU4eCKun KOJ
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SIBJISIETCSI OJTHUM U3 OTPOMHOI0 UKC/ia BO3MOJKHBIX, OZIHAKO OH YHHBepcaseH, T.e.
e[IlUH [/ BCeX OPraHU3MOB (3a HECKOJbKMMH MCKJIFOUEHUSIMU, 3aTparuBaroIUMH,
KaK TIPaBU/I0, OTHOCUTEHHO He00/IbIlIoe UKC/I0 BUIOB).

[TpobGnema 3BOJIIOLIMOHHOTO TIPOMCXOKJEHUSI TEeHeTHMUeCcKoro Kkoja, W 0Oosee
IIIMPOKO, BCEro arrapaTta TPaHC/ISLMM BaKHa [I/I8 TIOHMMaHUs XOJla paHHeul
9BOJIIOIUM OMOJIOTMUYECKOM >XKM3HU. VcuepIibIBaoIero ormicalms 3TOro Mporecca, 1o
BCeM BUAMMOCTH, TIOMYUUTh He YyAacTcs, Tak KakK (UKcalus Koja ITPoM30Iiia Ha
PaHHUX CTaZIUSIX 3BOJIIOLMW, U Ha TIOC/IeIIOITUX CTaJUsIX MPOUCXOAUIN U3MeHeHUs
reHOMOB Y MeXaHU3MOB PeryJsiliuM; OJJHAaKO MHOTHe acCIieKThl Y/a/0Ch BbISICHUTD C
BBICOKOM CTereHbI0 YBepeHHOCTH [72, 73].

Cpa3y mnocje paciMdpoBKA CTaHZAPTHOTO TeHeTUUeCKoro Kojla TOSIBUIACh
Teopust “3amopokeHHoro kozga” ®. Kpuka (F. Crick) [74], corsacHo koTopoi
3apuKcHpoBacs KOA, He 00/aaromuii alaliTUBHBIMA CBOMCTBAMH. Y>Ke CaMoO I10
cebe HamMuue Koja, Jake W HEONTHUMAa/JbHOIrO, SB/SIETCS SBOJIIOLMOHHBIM
TIPerMYII[eCTBOM.

Kaxk0e n3MeHeHHe B KO/l BIeUéT 3a COOOM MHOXXECTBEHHBIE 3aMeHbI B Oe/Kax,
M03TOMY CaMa BO3MOYKHOCTh 3BOJIIOI[MM KO/Ia HEKOTOpOe BpeMsi CTaBWJIach MO[
comHeHre. OTKpbITHE MUTOXOHZPUATBHOTO KOJla U JAPYTMX JeBUAHTHBIX KOJIOB
JIOKa3aj0, YTO COOTBETCTBHME KOJOHOB aMMHOKHCIOTAM MOJKET MEHSThCS.
[leBUaHTHBIE TeHETMUECKUe KOJbl, T0 BCeM BUUMOCTH, SIBASIOTCS MOAUGMUKAL[ASIMU
cTaHjapTHoOro [75].

OpHoli M3 TIepBbIX TeOpHUi BO3HHMKHOBEHMSI KOJa CTajla CTepeoxuMuueckasi
TeOpUsi, COrJlaCHO KOTOPOM HMeeTCsl IIPOCTPAHCTBEHHOE COOTBETCTBHE MEXKIY
MOJIEKY/IaMH, TIpe/ICTaB/ISIFOIIUMHU COOTBETCTBYIOIIIHE TPUIIETHI, u
aMUHOKHUCJ/IOTaMHU [76].

bbito  oOHapy)keHO  OTK/IOHeHWe  pacrpefie/ieHHsI  aMHMHOKHC/IOT  TI0
reHeTUUeCKOMY KOZy OT Cy4yaitHoro: O6u3kue 1o rugpodoO6HOCT aMUHOKUC/IOThI
KOJUPYIOTCS O/IM3KUMU KoJ0HaMH| [77]. OfHaKo cTaHJapTHBINA KO/ He ONTHMaJIeH I10

TOMY KpUTEpHUI0, a CyOoInTUMasieH, U Jiydllike KO/bl JIeTKO HaXOAATCs TPOCTeUIINM
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5BOJ/TFOLIMOHHBIM aJITOPUTMOM [78].

Bo/BIIMHCTBO aMUHOKUC/IOT HE CUHTE3UPYIOTCS1 abMOTHYeCKU, U aMUHOKHCIOTHI,
BXO/ISIIIIVE B OFHU U Te )Ke OMoXUMHUUecKue MyTH, UMeIOT TeHJeHLIUI0 KOAUPOBaThCs
TPUIUIeTaMU, KOTOpble HAUMHAKOTCA C OJMHAKOBOro HyK/j1eoThza. Ha aTom ocHOBaHa
KO3BOJIIOLIMOHHAs TeOpUsl BO3HUKHOBEHHsI TeHeTMYeCKOro KOJa: MepBUYHBbIA KOJ
Ob1 eije Oosiee BBIPOXKJEHHBIM, U TIOCTENEHHO, Tapajie/ibHO C pa3BUTHEM
OvocHHTe3a aMUHOKWCIOT, [00aB/isiiuCh HOBble aMUHOKUCIOTHL. [loCTpOeHbI
TeOpeTUYeCKre MOJe/N Takoro ripouecca [79], KOTopble MO3BOMSIOT MOMYUYHTH
BBIPOJKEHHBIN U YCTOWUMBLIM K OIIMOKaM KO/ 3a CUeT KO3BOJTFOLUM.

[To-BuguMOMy, pas3nuuHble CLieHapuu IPOWCXOXKAEeHHs KoJa He MpOTHBOpeYar
JIpyTy ApYyTy, a MOTJIM [leiCTBOBaTh JIMOO CMeHsisl APYTYy Jpyra Mocje/oBaTe/bHO,
mib0 OJHOBpPEMEHHO, TpUYeM CTeleHb BJIMSHUS KaXKAOT0 W3 ClieHapyeB MorJa

MeHSThCs1 BO BpeMeHH [80].

5.2 Pa3MeTKa reHeTHYeCKOro Kojaa

Ha3oBeM pa3MeTKOM TeHeTHUeCKOro KoZAa croco0 JesieHUsi KOZOHOB Ha
CMBIC/IOBbIe M TepMHUHHUpYolMe. Pa3MeTKy craHAapTHOro koja OyzeM Ha3bIBaTh
CTaHJAPTHOM pa3MeTKOW. s Hee TePMUHHPYIOIIUMM SIBJISIOTCST TpUruieTbl TAA,
TAG u TGA. [na pa3smMeToK C TpeMs CTOII-KOJOHAaMU CyIeCTByeT Ceoy =41 664
BapHaHTa.

IIpyr3Haky Hauvasa U KOHLIA HyKieoTugHoro tpuruiera B MPHK orcyTcTBYyrOT.
TpaHC/IALMs IPOUCXOAUT M0C/IeZi0BaTeNIbHO, TPUIUIeT 3a TpyrieToM. C 0JHOU U TON
ke MPHK Mo)XHO cuuTaTh TpU pa3iuuHblie Oe/IKOBble TOC/Ie0BaTeIbHOCTU: B
pamkax 0, +1, -1 (B 3aBUCMMOCTM OT TOJIO)KEHHUS TEPBOr0 HyKieoThja). B
TOJAB/ISAOL[eM OOJIBIIMHCTBE Cay4yaeB (DYHKIMOHA/IbHBIA 0e/loK CHHTe3UpyeTcs
TOJIbKO B OJHOW paMKe CUMTHIBAHWSA. TpaHCISLUS CO CABUCOM pPAMKH 4acTo

TIPUBO/IUT K TIPEX/[eBPeMeHHOW TepMUHALK Oe/TKOBOH 1eru.
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[Iapy CMBIC/IOBBIX KOJOHOB, KOTOpas TIIpA TPAHC/IALUMU CO CABUIOM [laeT
TePMUHHPYIOLMN KOJOH, Oy/JeM Ha3biBaTh 3arpeTHoW. TakoBa, Hampumep, mapa
ATA-GCA, nockonbKy oHa faét cton-KogoH TAG ripu uteHuu B pamke +1.

CMBIC/I0BBIE KOZIOHBI, COCeLCTBYIOLIUE C TEPMUHUPYIOLLMMU U BC/IeICTBHE 3TOTO
Mo/iIBep>KeHHble TOYeUHbIM HOHCeHC-MyTalusiM, OyjeM Ha3blBaTh YA3BUMbBIMU

KOZIOHaMH.

5.3 Kpurtepuu ajanrtainyu A/ pacIio/io)KeHUs1 CTON-KO/{0HOB

Pa3meTka reHeTMuyeCKOro Kojia B/UsIeT Ha BePOATHOCTb BO3HWKHOBEHUS CTOII-
KOJIOHOB TIPY YTEHHWU CO CABUIOM paMKHU (TP yCJIOBUM, YTO TPHUIUIETHBIM COCTaB
roceiloBaTe/lbHOCTH OJIHOPO/IeH) YW Ha KOJMYeCTBO KOJOHOB, TIO/IBePXKEeHHbIX
TOUEYHON HOHCEHC-MYTAal[|H, a TakKKe Ha 001ijee KOJINUeCTBO TaKUX MyTal[Hi.

Kputepuii 1. CABUT paMKM CUMTHIBAaHUST — 3TO HeJOKa/lbHas OIIMOKa,
TIOJTHOCTBIO MEHSIIOIasi aMUHOKUC/IOTHYIO TIOC/e/joBaTe/lbHOCTh Oenika. Ilo Bceit
BUJWUMOCTH, TIPEUMYIIIECTBO Oy/leT WMeTh TaKOM ammapaT TPaHC/SIUH, KOTODPbIH
BO3MOXXHO paHbllle MpepbiBaeT UTeHHWE 3a CYeT MOSIBJeHUs CTOM-KOJOHa B HOBOU
pamke. CriejoBaTe/lbHO, ONTUMAaJbHOM SIB/ISIETCS pa3MeTKa, MaKCHMM3UpYoLas
BEPOSITHOCTb TOSIBJIEHUS1 CTOM-KOZI0OHa, W/IW, WHBIMUA CJ0BaMM, pa3MeTKa C
MaKCUMaJ/IbHbIM KOJTMUeCTBOM 3allpeTHbIX Map KOZOHOB.

Kpurepuii 2. HoHCeHC-MyTaLys TIPUBOJUT K MPeKJeBPEMEHHOMY TpeKpallleHUI0
TpaHCasuKu. YacthuHo chopMHpOBaHHAs TI0C/Ie[l0BAaTeTbHOCTE 0Oe/lka MOXKeT
npUBeCcTd K oImMbKaM o0Opa3oBaHUsI BTOPUYHOM, TPeTHUYHOH CTPYKTyp Oefka U
notepe GyHKUMOHANBHOCTU. CorjacHO 3TOMY KPUTEPUIO OITHMaJibHa pa3MeTKa,
MUHUMU3UPYIOIIasi BEPOSITHOCTh HOHCEHC-MYTaL|Ui.

Kputepuii 2 pacnafiaeTcs Ha 2 ciyuas. Bo3aMoxkHa MUHUMU3aLUsi CyMMapHOTO
(Mo Bcemy KOAY) uMC/Ia HOHCEHC-MyTal[uii, /MO0 MUHUMM3AlUsi KOJIMYecTBa

YSA3BUMBIX KOJOHOB.
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5.4 ITos10)xeHHe pa3MeTKH YHUBEPCA/IbHOI'0 réHeTHYeCKOoro Ko/jia Ha
na”amadTe Bcex KOAOB

5.4.1 Y cToluMBOCTh K MyTal[dsAAM C/IBUTra paMKH

CyuectByeT 61x61 = 3721 napa CMbIC/IOBBIX KOZOHOB — TOC/Ie[0BaTeTbHOCTeN
3 1mectd OykB u3 Habopa {A;G;C;T}, Hu omHa W3 TPexOYKBEHHBIX IIOJIOBHH
KOTOPBIX, CTOALLIUX B MOJIOKeHUsAX 1-2—3 u 4—5—6, CTON-KOJOHOM He sBisieTcs. [lapa
CMBIC/IOBBIX KOJJOHOB 3allpeTHa, eCIM OHa COZAEpP)KUT TPH TOAPs] UAYIIUX OYKBBHI,
o0pas3syrolux CTOM-KO/OH, B MOM0KeHUsAX 2—3—4 umm 3—4-5.

MakcrmaabHO BO3MOXKHOE UMCJ/IO 3alpeTHbIX Tap [/ KaKJO0ro Tulla CABUra
pamku (+1, -1) paBHo 192 = 3x4° (3 BapuaHTa CTON-KOZ0HA X 4° BapUaHTa OCTa/IbHBIX
HYK/1e0TH/I0B). [IprueM MaKCHMyM MO’KeT AOCTUTaThCsl [jisi 000MX THUIIOB C/BUTa
TOJILKO OJJHOBpeMeHHO. B camoMm Jenie, He0OXOAUMBIM U [OCTaTOUHBIM YCIOBHEM
ONTUMAa/IbHOCTH pasMeTKH COrJIaCHO KpUTepuro 1 fB/sieTCsl OTCYTCTBUE TaKUX CTOII-
KOJIOHOB, UTO KOHeI] OJJHOTO U3 HUX SIB/ISIETCS MPOJOJIKEHUeM ApYyroro (Harmpumep,
TAG u GCT wiu TAG u AGC) umu camoro cebs (Hanpumep, CCC umu GTG).

Jlerko ybemuThbCs, UTO cTaHjapTHasi pa3MmeTka (co crom-KozoHamu TAA, TAG,
TGA) ynoBneTBOpsieT 3TOMY YC/JIOBWIO, T.e. SIBJSIETCS ONTHMa/bHOW, AaBas 192
3arpeTHbIe Tapbl KOAOHOB B Ciayuae 000MX CABUTOB paMKu. [lomHbIi repebop
BapUaHTOB TI0Ka3bIBaeT, uTo Bcero cyimlectByeT 2 432 (5,8%) Takux pa3MeToK.
PacnipesienneHrie pa3MeToK IO KOJIMYECTBY 3alpeTHBbIX Map KOJAOHOB i caBura -1
MoKa3aHo Ha PucyHke 5.1 Pacnpejesienve st caBura +1 BBITJISAUT TOUHO TaK Ke,
MpyuyeM HU [/I1 OAHOW pa3MeTKH UMC/O 3allpeTHBbIX map /s cABUroB -1 u +1 He

oT/MuaeTca 6ojiee ueM Ha 3.
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Pucynok 5.1. PacnipesiesieHrie pasMeTOK I10 UMCJTy 3alipeTHBIX Iap KOAOHOB. I1o ocu
abcLycc 0T/I0)KeHO KOTMUeCTBO 3alpeTHBIX Tap KOZOHOB, 10 OCSM OpJUHAaT —
KOJIMUeCTBO pa3MeTOK C JaHHBIM 3HaueHUeM KO/IMueCTBa 3allpeTHBIX Iap U UX JOJIA.

Ha Bpe3ke — Te ke fAaHHbIe C jiorapubMUUecKrM Ipe/iCTaBJIeHHueM 10 OCH OpAMHaT

5.4.2 Y cTOMUYMBOCTb K HOHCEHC-MYyTalMAM

C TOYKM 3peHusi YCTOMUMBOCTM K TOYEYHBIM MYTalUsIM pa3MeTKU MOKHO
pa3buTh Ha 4 TpymIibl, OTrpeesieMble B3aUMHbBIM COCeICTBOM CTOI-KOZOHOB:

B rpymne 1 Ka)kJblii CTOM-KO/JOH SIB/JSIETCSI COCEAHUM (T.€e. T0ly4YaeMbIM 3aMeHOM
OZIHOTO HYKJ/IEOTH/A) TI0 OTHOLLIEHUIO K ABYM APyruM. B 3ToM cinydae 1 cmbiciioBOU
KOJIOH fIBJISIETCH COCeZIOM BCeX TpeX CTOI-KOJOHOB U ellle 10 6 CMBIC/IOBBIX KOZOHOB
COCEeICTBYIOT C KaXKJbIM M3 HUX (2 MOJIOXKEHUsI B TPUIL/IeTe, TI0 KOTOPhIM COBMAZal0T
CTOM-KOZIOHBI, X 3 OCHOBaHUS, OTJIMYHBIX OT CTOSIMX B 3TUX MOJOXEHUsX). Toro
nosiyyaercd 1+6+6+6 = 19 ysa3BUMBIX KOZOHOB U 1x3+6+6+6 = 21 BO3MOXHad
HOHCeHC-MyTaLys. [loc/ienHee 3HaueHUe AB/IAETCA MUHUMA/IbHO BO3MO>KHbBIM.

Bcero cymectByer 27 MyTaluM, TpeBpalljalOlIMX HeKHWe KOJOHbI B
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TepMUHUpYIoLIYe (3 CTON-KOAOHA X 3 MOJIOKEeHUs1 B TPUILIeTe X 3 OCHOBaHHUS, Ha
KOTOpbIEe 3aMeHsIeTCSl OCHOBaHME B MYTHpPYyHOLIeM KozoHe). Kaxzaas ToueuHas
MyTallysl, TIpeBpalljarolasi OIMH CTOM-KO/IOH B APYTOW, yMeHbIIIaeT YHUC/I0 MyTaLui,
UAYIIMX Ha TO, uTOOBI TIpeBpaliaTh B HUX CMBICJIOBbIe KOZOHBL KosmndecTBo
MyTalyi, TepeBOASsIIUX CTOM-KOAOHBI JPYr B Apyra, He MoXXeT ObITb Oosiee 6; B
JJaHHOM CJ/ly4yae UX MMEHHO CTOJIbKO.

B rpymme 2 ouH CTOI-KOZOH COCeACTBYET C ABYMSl JDYTMMH, HO Te, B CBOIO
ouepesb, JApPYyr [JpPyry coceisiMu He SBJSIOTCS. VIMEHHO TakOBa CTaHZapTHas
pasmetka (cron-komoHbl: TAA, TAG u TGA — mnepBbld COCEACTBYeT C
OCTa/IbHbIMM). MyTaluii, NepeBOASALMX CTOM-KOAOHBI APYr B JApyra, 3[ecb yxKe
TONMBKO 4, COOTBETCTBEHHO, Ha CMBICJIOBYI0 YaCTh KOZ@ OCTarOTCsA 23 HOHCEHC-
MyTauuu. B 3ToM ciydae HauzeTcss 5 CMBICJIOBBIX KOZJOHOB, COCEACTBYIOLINUX Cpa3y C
nBymsi crorni-kogoHamu (TAC, TAT, TCA, TTA, TGG), u eme 23 - 5x2 =13,
KOTOpble SIBJIAIOTCSI COCeAsIMA TOJILKO OfHOro cror-kozoHa (AAA, AAG, AGA,
GAA, GAG, GGA, CAA, CAG, CGA, TCG, TTA, TCG, TTA). Utoro: 5+13 =18
ysI3BUMbIA KOZIOH, YTO, KakK TIOKa3blBaeT aHaju3 BCeX BapUAHTOB, SIB/SIETCS
MUHMMaJ/IbHO BO3MOJKHBIM 3HaueHWeM. Bcero 5ta rpymnmna cogeput 1 728 pa3meTok,
nm 4,15% ot obiijero umcna.

B rpynme 3 fBa cTON-KO/|0HA SIBJISIFOTCSI COCE/ISIMM, @ TPETUM He COCeICTBYeT HU C
OJHUM W3 HUX. MyTauuu, nepeBOASIIMX CTON-KOZOHBI APYT B IPyTa, OCTAETCS BCErO
2, 4TO JaeT 25 HOHCeHC-MyTaluu. YKUCIo ysi3BUMBIX KOJIOHOB BapbupyeTcs oT 20 10
23.

B rpymre 4 cocemHyWX KOJOHOB Cpelu CTOM-KOJAOHOB HeT. Bce 27 HOHCeHC-
MyTali MPUXOASITCS Ha CMBIC/IOBYIO 4acCTh Kozla. YUC/IO ysI3BUMBIX KOZOHOB — OT

21 nmo 27.
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5.5 BbIBOjBI

CraHpapTHasi pa3MeTKa TeHeTHUecKoro Koja obecrieurBaeT MaKCHUMa/bHYIO
BEPOSITHOCTb T0SIBJIEHHSI CTOM-KOZIOHA TIPM UTEHWW CO CJABUTOM paMKU Ha
O/THOPO/IHOM MO0 KOJOHHOMY COCTaBy TOC/Ie/IOBaTe/IbHOCTH, a TaKXKe MHUHHUMAaIbHOe
KOJIMYeCTBO KOZOHOB, TIO/IBEP)KEHHBIX TOYEYHbIM HOHCEHC-MyTalusiM. Bcero
cywectByeT 528 (1,3%) pa3meTOK C aHaJIOTUYHBIMU CBOMCTBAMHU.

OnTuManbHOCTb  CTAaHZAPTHOTO  TeHeTHYeCKOro  Koja  Tpejriosiaraet
9BOJIIOIIUOHHBIN  ClleHapuii ero TpOUCXOXKAeHUs. BeposTHO, B KpUTepuu
IIPUCITOCOO/IEHHOCTH paHHUX OpraHM3MOB BXOJAWIa YCTOWYMBOCTL armapara
TPAHCSIMM K omnOKaM. PuKcalusi CTOM-KOZOHOB, MUHUMM3UDYIOI[asi OLLINOKH,
CBsI3aHHbBIE CO CABUTOM PaMKU CUMTBLIBAHHSI, MOTJ/Ia TIOBBICUTb YCTOMUHMBOCTb PaHHETO
arrapara TpaHC/ISILUH.

CranpfapTHasi pa3MeTKa obecrieunBaeT MUHHUMAIbHOe KOJMUECTBO YSI3BUMBIX ZIJIsI
TOUEYHBbIX HOHCEHC-MYTalliii KO/IOHOB, a He 00Illee KOJMUECTBO HOHCEHC-MYTal[ui
o koay. KpurepreM mprcrioco6/ieHHOCTA paHHETO ariapata TPaHC/ISIUA MOTJIO
ObITH KOIMUECTBO KOJOHOB, PaCIio/IoyKeHHBIX Ha pacCTOSTHUM Oosiee OflHOW MyTal[uu
OT CTOMN-KOZIOHOB. [lOCTW>KeHWe TeHeTUUeCKOro KO/a, OINTHMAaabHOTO T0 3TOMY
KpUTEpHIO, MOIJIO CIoCOOCTBOBaTh JajbHeMIel crelyaau3aliid  HeysI3BUMBIX

KO/JOHOB.
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OcHOBHBIE pe3y/ibTdThbl U BbBIBO/I bl

1. B Moneky/sipHOW SBOMIOIMK  0eOK-KOAMPYIOIIUX —T0C/Ie/[OBaTe/IbHOCTeN
T03BOHOYHBIX W HACEKOMBIX TI0C/Ie aMHUHOKHCIOTHOW 3aMeHbl TIPOHCXOUT
V3MeHeHue aZlalTUBHOTO nanpmadra aMUHOKHC/IOTHOTO caiiTa:
TIPUCIIOCO0/IEHHOCTh TIPeAKOBOTrO ajiiefisi yMeHbIaeTCsl CO BpeMeHeM [0
(hOHOBOTO 3HAUEHUSI.

2. BoniencTBre M3MeHeHMs a[laliTUBHOrO JaHAladTa co BpeMeHeM, MpoLieAliM
rocjie aMUHOKHUCJIOTHOM 3aMeHbl, Hab/o/aeTcsi yMeHbllleHHWe 4acToT
oOpaTHbIX TOAUMOPGU3MOB M 3aMeH. JTa JUHAMHKAa MOXeT ObIThb TakKe
o0yc/ioB/IeHa U3MeHeHHeM aZIalTUBHOTO JiIaHAmadTa BO BpeMeHH, COCTOSIIEM
B yBeIMYeHUU MIPUCTIOCOO/IEHHOCTH  TIPOU3BOJHOTO  ajiiefisl, WU
HEePaBHOMEDHOCTbIO  Q/IalITUBHOrO  JlaHAIIadpTa 1O  COOTHOIIEHUIO
TIpucTiocoO/IeHHOCTel aruiesield B pa3HbIX aMUHOKMC/IOTHBIX caiitax (3ddexT
reTeporeHHOCTH CaluTOB).

3. YBenuueHHe MPUCIIOCOOIEHHOCTA MPOU3BOAHOTO ajlyiefisi JO/KHO MPUBOAUTD
K YBeJMUYeHHI0 OTHOILIeHHs YaCTOThl OOpaTHBIX 3aMeH K 4acTOoTe 3aMeH Ha
AMHUHOKHCJ/IOTHI, OTJIMYHBIE OT MPeJKOBOM U IMTPOU3BOAHOM (OOKOBBIX 3aMeH) CO
BpeMeHeM, TIPOLIeIIUM M0C/e MPSIMON 3aMeHBbl.

4. YMeHbIIIeHWe TIPUCITOCOOIEHHOCTH TPeKOBOTO ajliesisl JOJDKHO TIPUBOAMTH K
YMEeHbIIIEHHWIO OTHOIIIeHHS YacTOThl OOpaTHBIX 3aMeH K YacToTe OOKOBBIX
3aMeH CO BpeMeHeM, MPOLIe/LIHM TOC/Ie MPSIMOM 3aMeHbl.

5. B 9BosolMM TMO3BOHOUHBIX M HAaCEKOMBIX Hab/I0/aeTCsl yMeHbllleHHe
OTHOIIIEHHSI YaCTOThI TIPSIMBIX 3aMeH K YacToTe OOKOBBIX 3aMeH, M3 uero
cienyer  mipeobsajanve  3dekTa  yMeHbIeHUS — TPUCIIOCOO/IEHHOCTU
TpeIKOBOTO  ajijiesis IO CpaBHeHUIO C  3ddekToM  yBelduyeHUs
TIPUCITOCOO/IEHHOCTH TTPOU3BOIHOTO aJiyielisl.

6. B 9SBo/MOLIMM  TIO3BOHOUHBIX W HACeKOMbIX  HaOmojaetrcs  ciabas



89

TIOJIOJKUTE/IbHAsT KOppeJsiliysl [IIUPUHBI CIIEKTPa J0MyCTUMbIX aMUHOKUCIOT U
CKOPOCTU MOJIEKY/ISIPHOM 3BOJIIOLIUMU, K3 Uero ciefyet rnpeobnasanue s¢ddekra
BpEMEHHOM  [WHAMUKM  aJalTUBHOrO  jaHAmadta Hag — 3ddekTom
reTepOreHHOCTH CaUTOB.

CTon-KoJOHbI B TeHeTUUeCKOM KOZie pacriojio’KeHbl Takum o00pa3oM, uTo
o0ecreurBalOT YCTOMUMBOCTh K MYTaldsM CABUTA pPaMKU CUUTBIBAaHUSA U

HOHCEHC-MYTalluAaM.
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bnaroaapHocTu

ABTOp BbIpaXKaer OsarogapHocth ['.A. Baseikuny u A.C. KonzpamioBy 3a
COBMeCTHYI0 paboTy u 00Cy’k[ieHre BOTIPOCOB AMHAMUKHW a/JallTUBHOTO JlaHIadTa,
[.I'. Mamunerikomy, A.B. ITogna3oBy u M.C. BypiieBy — 3a COBMeCTHYI paboTy u
oOcy>kJeHue 3a/laul O pa3MeTKe reHeTHUecKoro Koza, Kosieram P.H. Apudynoy,
O.A. BaxpyweBon, M.A. bapanoBou, M.- [''M. 3ynenykapoBy, [1.B. Kypakuny,
E.B. Jléymikuny, C.A. MaxoBy, H.A. Mwutuny, A.l. HeepoBy, H.B. IlonoBou,
B.b. Cenutsipckomy, H.B. Tepexanoroii, /I.B. CepebpsikoBy — 3a IJIOZOTBOPHbBIE
oocyxxgenus, M.C. Tembdangy u A.A. MupoHOBY — 3a 3aMeuaTe/IbHYIO
rcciiejoBaTe/Ibckyro atMocdepy, co3aanHyo B UIIIIN PAH u Ha ®Bb MI'Y, cBoeii

ceMbe U JIpy3bsiM, a 0cobeHHO >keHe FO.IT. Bubuno — 3a noaepxKy.
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