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npaKTMKyM no MmatemMmatTu4ieCKomMy moaesimposaHuUro
B Teopuun 3BoJsilounmn

YacTb |. PakTopbl MUKPO3IBOOLUU
(yuebHOe nocobue)

YTBEpPXXAEHO Ha 3acedaHun NpeaMeTHOW KOMMCCUMM BMONOro-noYBEHHOMO
dakynbteta CaHkT-lleTepOyprckoro rocygapCTBEHHONO YHUBEpPCUTETA B
KayecTBe y4eBHOro nocobusi Ans nNpakTU4eckux 3aHATUA Nno Kypcy “Teopus
agonoyuu”, YaTaemoro Ansa crygeHtoB bGakanaspuara, obyvarowmxcs no
HanpasneHuo “bronorua”.

Cocmasumens: B. E. Kunsatkos

PeueH3zeHm: C.T.Ypanos

[daHHoe yyebHoe nocobue npegHa3HayYeHo AN NPAKTUYECKOro N3yyYeHus
CTyAeHTamMn HEeKOTOpbIX Hambornee W3BECTHbIX MaTemMaTuyecknux Moaenew,
ncnonb3yeMblX B NOMYNALMOHHOW reHeTUKe U TeOpUN MUKPOIBOMOLMK, Ha
0ase LIMPOKO M3BECTHOrO NakeTa KOMMbIOTEPHbIX nporpamm Populus 3.4,
paspaboTtaHHoro B CLUA (Prof. Don Alstad, Department of Ecology, Evolution
and Behavior, University of Minnesota, USA) B 1994 r.

Mocobue coaepXknT nepeBefeHHbIV Ha PYCCKUIA A3bIK, adanTUPOBaHHbIN U
CYLLLECTBEHHO JOMONHEHHBIN TEKCT NOSICHEHMI aBTOpa NpOorpaMm K udydaembim
MoaensMm, a Takke paspaboTaHHble cocTaBuUTENnem pekoMeHgauuuM no
npakTMYeckoMy UCCefoBaHUo npeanaraembolx Moaenen, CHabXXeHHble KOH-
KPeTHbIMU NpUMepamMm 1 ykasaHusMn. Kpome Toro, B NpunoXKeHue BKIOYEHbI
noapobHbIe nNpakTuyeckme pekomeHgaumu no paboTe ¢ NakeTom nporpamm
Populus 3.4 ¢ onucaHnem Bcex MCNonb3yeMbliX B HEM KNaBUaTypHbIX KOMaHS,.

YacTb | BKNIOYaeT onncaHne nporpamMmm, MOOENUPYHOLLNX OCHOBHbIE hak-
TOPbl MUKPO3BOMIOLUMN — €CTEeCTBEHHbIN OTOOp, MyTaLWOHHbLIA MpoLecc,
reHeTnyecku apend, MHOPUANHT U NOTOK reHOB.

M3paHue ocyulecTtaneHo npu uHaHcoBor nogaepxke CoeTa no rpaHTam
MpesnaeHTa PO 1 rocygapcTBeHHOW noaaepXke BeayLiMX HayYHbIX LUKOI
(rpaHT N2 00-15-97934) n LM “UHTerpauusa Hayku 1 BoicLuero obpasoBaHus’”
(npoekt A0144).



1. AKKymynupyrouwiasa pofib eCTeCTBEHHOro otbopa
(Games: Woozleology)

MHorue KpuTukmn oTBepratoT Teoputo [lapBuHa Ha TOM OCHOBaHUW, YTO OHa
s1IK0ObI NPOBO3rNnallaeT OCHOBHLIM MEXAHNU3MOM 3BOSIIOLUN CITyYalHbIe N3me-
HEHWs1 B CTPOEHUWN OpraHn3moB. B aToM CBA3M LWIMPOKO M3BECTHA aHanorns
Mexgy 3SBonoumen n 06e3bsHOW, cuasllen 3a nuwyller MalWHKOM U B
COBepLUEHHO CrnyvariHoM nopsiake yaapstoLen no knasuwam. Brnepsbie oHa
6bina ucnonb3oBaHa okono 130 neT Ha3ag Tomacom Tekcnu B €ro 3HameHu-
ToMm aucnyTe ¢ enuckonom KanTtepbepuiickum C. Bunbbepdopcom. Ckonbko
BpemeHn noTpebyeTcs o6e3bsiHe, YTOObI Crly4anHO BOCNPOU3BECTU, HAaNpuMep,
TekcT “lFamneta” B. Wekcnupa? lNogcyeTbl MOKasbiBaKOT, YTO Afs1 3TOrO
HeJOCTaTO4YHO BCEro BPEMEHU, B TEYEHME KOTOPOro CyLlecTByeT BeceneHHas.
OpaHako, MOXHO I Ha 3TOM OCHOBaHMM OTBEPraTh TEOPUIO SBOSTFOLUN KUBbLIX
OpraHn3moB NMyTeM ecTecTBEHHOro otbopa?

Puuyapg [JoknHc B cBOEW M3BECTHOW KHMre “Cnenon yacosLumk” (Dawkins,
1986) nokasan, 4To o6Cyxgaembli puMep ¢ 06e3bsIHON COBEPLUEHHO UTHO-
pupyeT HakannmMBaoLyo (aKKyMynMpyHOLLYt0) porib eCTECTBEHHOrO oTbopa.
Mpeanonoxum, 4To Hawen ob6e3bsiHE HYXKHO HaneyaTaTb BCEro TOMbKO OAHY
dpasy u3 “lamneta’: “Methinksitis like a weasel” (“MHe kaxeTcsa OHO MOXoXxe
Ha nacky” — ¢pasa 13 pasroBopa lamneta u [NonoHWsi, B KOTOPOM OHMU
obeyxaatoT popmy obnaka Ha Hebe). Nockonbky aTa chpasa coaepxuT 28 3Ha-
KOB, BKMoyas npobenbl, 06e3bsiHa, MCnonb3ys 27 3HaKoB (26 6yKB NaTUHCKOro
andasuTa nntoc npoben), morna Obl criyyanHo HanevataTb €e B OOHOW 13
2778 unu okono 10%° nonbITok, AN Yero, KOHeYHo, noTpebosanock 6bl Konoc-
canbHoe BpeMsi. JoKMHC y6eantTensHO AEMOHCTPUPYET, Kak 3Ta ppasa morna
Obl JOBONBLHO OLICTPO BO3HUKHYTH “SBOMIOLMOHHBLIM NyTeM” B pesynbTate
aKKyMynupytoLlero otbopa M3 nepBoHayarnbHO Criy4YanHoOro codetaHus 28
3HaKoB.

Mbl npegnaraem Bam KOMMNbIOTEPHYHO NPOrpamMmy, KoTopasi B UrpoBown op-
Me peanunsyeTt 3Ty uaeto [OokuHCa, BENMKONEnHO OeMOHCTPUPYsS Hakanmnu-
BalOLLLYO CUIY eCTeCTBEHHOro oToopa. ABTOp Nporpammbl — npogeccop YHu-
BepcuteTa wrata MuHHecota (CLUA) Don Alstad — HemHoro uameHun gpasy,
B3sTYyt0 [JokmHcom u3 “lamneTa”, n OHa BbIMSAUT B €ro nporpaMmme Kak
‘METHINKS IT IS LIKE A WOOSLE”, B cOOTBETCTBMM C NPON3HOLLEHNEM EI0
TpexneTHero CblHa, yOeXXaeHoro, 4YTo BepLUMHA aHINIMNCKON NUTepaTypbl —3TO
npousseneHne A. Munna “BuHHu Nyx u BCe, BCe, BCE”.

Mporpamma paboTtaeT cneaytoLmmMm obpasom:

(a) cxopHas copasa cocTouT 13 28 3HaKOB, CrnydanHbiM 06pa3oM BbibpaHHbIX
M3 natuHckoro andgasuta (26 6yks nntwoc npoben). Ansa atoro Populus
reHepupyeT crny4arnHoe Lienoe Yynucno B uHtepsane ot 1 go 27. Ecnnato ymcno
1, nporpamma cTaBuT Ha gaHHoe MecTo BykBy Ha “A”, ecnn aTto 2 — “B”, u Tak



aanee po “Z”; uicno 27 cooteeTctByeT “npobeny”. CoctaBneHHas Takum
obpasom dpasa CTaHOBUTCA “poaUTENBCKON” ANSA CreayoLWero nokoneHus.
(6) Tenepb ncxogHas poanTenbckas pasa NPon3BOAUT HEKOTOPOE KONMYec-
TBO MOTOMKOB — “BbIBOAOK”. M0 ymonyaHuio pasmep 3Toro BbiBogka — 50
ocoben, HO Bbl MOXeTe YyCTaHOBWUTb W APYryto BenuuuHy. [ns Toro, 4tobbl
NPOM3BECTU KaXgoro “notomMka”, nporpaMmma KonmpyeT MCXOAHYI dpasy, HO
B NMpoLecce 3TOro KONMpPOBaHUA BO3HMKAIOT “MyTaummn’. [1ns Kaxkgoro 3Haka B
poauTenbckon opase Populus reHepupyeT criydanHoe YUCIo B MHTepBarne ot
0 go 1 1 cpaBHMBAET €ro ¢ 3agaHHOM Mnornb3oBaTenem “4acToTon myTauun’.
OTO cpaBHeHuWe onpefenseT, COXPaHUTCHA N B AaHHOW MO3ULUWN NPEXHNAS
OykBa, Unun xXe ee 3aMeHUT HOBasl, Cry4yalHo BblibpaHHas cpegm Tex xe 27
3HakoB. Hanpumep, ecnun yactota mytauun coctaenset 0.1, a cnyyanHoe
4YNCO OKa3anoch bonbLue 3TOoW BENNYUHbI, Populus COXpaHWUT B AaHHOM MecCTe
npexHtolo BykBy, ecnu xe crnyyvyanHoe 4Yncno mexble 0.1, dpasa-nOTOMOK
NOMYYMT MHYIO “MyTaHTHYI0” ByKBY, BbIOpaHHY0 B Criy4anHOM NOpsaKe, Kak 3To
ObI510 ONMcaHo Bbiwe. Tak BO3HMKaeT HoBad dpa3a — “NOTOMOK” MCXOZHOW.
lMpouecc NoBTOPSETCA CTOMLKO pa3, CKOMbKO He06X0AMMO ANs NpoayLunpoBa-
HWS BCEro BbIBOAKA.

(8) Ha cnegytowem aTane BeCb BbIBOAOK MOTOMKOB NoABepraeTcs “ecTecTBeH-
Homy oTbopy”. Populus nocnegoBaTenbHO CpaBHMBaeT Bce hpasbl BbIBOAKA
C 3agaHHou aBTopoM uckomon dpason “METHINKS IT IS LIKE A WOOSLE”,
1 BbIOMpaeT Ty N3 HKX, KOTopas B HanbonbLuen cTeneHu (T.e. No HambonbLemy
yucny No3uumii) coBnagaeT ¢ UICKOMOW. JTa oTobpaHHasa dpasa u CTaHOBUTCA
pPOAUTENBLCKOWN AN CneayoLwero NoKonNeHus, T.e. NpoOu3BOaAUT HOBbIN BbIBOAOK
B COOTBETCTBMM C ONUCAHHOW BbILLE CXEMOW.

(r) Populus noBTopsieT BeCb NpoLecc Ao Tex nop, noka uens He byaeT aoc-
TUrHyTa, T.e. He obpasyeTcs 3agaHHas dpasa.

Momumo myTaumii n 0TGopa, B NporpaMmme NnpeycMoTpeHa Takke BO3MOX-
HOCTb MCMONb30BaHUS eLle OAHON 3BOSMOLMOHHOM CUMbl — pekombuHauun. OHa
BKITIOMaeTCA B NpoLece “aBontouun” B TOM Criyyae, eCnu Bbl BBeAeTe 3HaYeHe
napameTpa YacToTbl pekombuHauum (“Recombination Fraction”) 6onbLie Hyns
(cMm. HMxe). B atom cnyvae Populus kaxabli pa3 reHepupyeT ABe poauTe-
neckue ¢pasbl — P1 1 P2. CnyyainHo BbiGpaB ogHy M3 HWX, Nporpamma
HauyMHaeT ONUCaHHbIN Bbille NPOLLECC KonMpoBaHua (TpaHckpunuuu). Ho Ha
3TOT pa3 Populus reHepupyeT ABa Cry4alHbIX Yucna BMECTO OAHOro Ans
Kaxkgon nosuvumn copasbl. [NepBoe M3 HUMX NporpaMma CpaBHUBAET CO 3Ha-
YyeHMeM napameTpa 4acToTbl pekombuHaumn. Ecnu crnyyanHoe 4ncno oka-
3blBaeTcs bonbLue 3TOro napaMmeTpa, To NPoLecc KONMPOBaHUS NpodokaeTcs
0BbIYHBIM NyTEM, ECIMKE CNyYanHOE YNCINO MEHbLLIE HacTOTbl pekombuHaLumu,
TO nporpamma nepexoguT K COOTBETCTBYIOLLEN MNOo3uuuM BO BTOPOW pPoO-
aunTenbckon dpase 1 NpoJorkaeT NPoLEecc TPaHCKPUNUUK yXe C Hee A0 Tex
nop, Noka HOBOE CriyYalHoOe YUCNOo He BbI30BET crneayrLmi “kpoccuHrosep”
— nepexon K nepBon poauTenbckon pase, u Tak ganee. Bropoe cny4variHoe



4YMCNo onpegenseT AN Kaxaon no3vumm BO3MOXHOCTb NOSIBNEHUS “MyTaH-
THOR” OYKBBbI, KaK 3TO ObINO ONMcaHO BblIwwe. [ Toro, YTobbl COCTaBUTL HOBYHO
poauTenbckyto napy, Populus BeiGupaeT No onMcaHHbIM B M. (B) KpUtepmam
OAHY dbpasy M3 rnepBou MOMNoBMHbLI BbIBOAKA M ele OAHY — U3 BTOPOW ero
nonosuHel. Takum obGpas3om, B 3TOM cuTyaumm oTbopy nogBepxeHbl oba
“‘poauTtens’.

B 3aBMcMMOCTM OT BbIGpaHHbIX 3HAYEHWI ONNCAHHbIX Bbille NapameTpoB
nporpamMma paHbLue Unu nosxe (T.e. Yepes HECKOMbKO AECHATKOB, COTEH MUIn
Jae TbICAY MOKONeHn) oba3aTenbHO NPUXOANT K 3agaHHOM hpase
‘METHINKS IT IS LIKE A WOOSLE”, nokasbiBasi 3TuM, 4TO Npu B3auMogen-
CTBMM MYyTaLMOHHOIO NpoLecca U KyMynsTUBHOrO oTbopa MoXeT ObIThb Lwar 3a
LLarom, OBOJIbHO NErko M OTHOCUTENbHO ObICTPO AOCTUIHYT pe3ynbTaT, BO3HW-
KHOBEHME KOTOPOro BCMEACTBME YMCTO CryYanHOW KOMOWHaumm KparHe
ManoBeposATHO.

KoHeuHo, mpegnoxeHHas mogenb BeCbMa NpubnuavMTensHO oTpaxaeT
0COBEHHOCTU NPOLIECCOB Pa3MHOXEHUS U HACNeOoBaHNS Y XUBbIX OpraHus-
MoB. Micnonb3oBaHHas B Hel cxema 0Tbopa TakkKe CyLeCTBEHHO OTNnyaeTcs
OT peanbHOro MexaHn3ma ecTeCTBEHHOro otbopa, KoTopbI He UMeeT 3apaHee
HameyeHHoW uenu. Tem He MeHee, OHa JaeT HaM B PYKM AneraHTHoe JokasaT-
€enbCTBO MOryLlecTBa akKyMymnsTMBHOrO OTOOpa W HarnggHblil apryMeHT
NPOTMB NOMbITOK OTPULAHMSA U n3BpaLleHns Teopun [JapsuHa.

MNMpakTnueckas paboTa ¢ mogenbio
lNosicHeHus1 k okHy eeoda napamempoe modenu (Woozleology Input)

BroodSize — BenuunHa BeiBogka — ycTaHaBnuBaeT Yncno ¢opas-noToOMKOB B
Kaxkgom nokoneHuun. 3HadeHusa ot 2 ao 1000; no ymonyaHuio 50.
Mutation Rate — YactoTta myTaumnm — napameTp onpeaensieT BEPOSITHOCTb
TOro, YTo faHHaga BykBa OyaeT TOYHO CKONUPOBaHa M3 POAUTENbLCKOW
dpasbl, UNuxe BoibpaHa cnyvyanHo B pesynbTarte “myTaumm’. 3HaveHus

ot 0.0005 go 0.5; no ymonyanuio 0.05.

Recombination Fraction — YacTtoTta pekombuHauui — onpefensieT BeposiT-
HOCTb “KpoccuHroBepa”, T.e. mnepexoda B npouecce KONUMpoBaHUS
(“TpaHckpunumKn”) oT OAHOM poauTeNbCKON dpasbl K Apyron. 3HaYeHus
ot 0 go 0.5; no ymonyaHuio 0, YTO O3Ha4yaeT MOfHOE OTCYTCTBUE
npouecca pekoMbuHauuu.

Show Recombination? Yes No - [llokasbiBaTb npouecc pekoMbuHaumumn?
Da Het — ecnu BoiGpaTb “Yes”, TO npouecc pekombuHaunm 6yoet
MokasaH B creumanbHOM OKHE (CM. HUXKE), Y4TO, OQHAaKo, OYeHb 3ames-
ngaet paboTy nporpamMmei.

Mocne BBOOa Bcex napameTpoB HaxxmuTe <Enter> 1 Bbl yBuanTe Ha akpaHe
nepByo POAMTENBLCKYIO hpasy, co3aaHHyo crny4variHblM o6pa3om. [Mocne aToro



HaxkaTne Ha <Space Bar> 3anyckaeT “npowecc 3Bonioummn”, KOTOPbIN MOXHO Ha
BpeMa OCTaHOBUTb N ONATb BO30OHOBUTb HaXaTUeM TOM e KrnaBuLLIN.

lMosicHeHuUs1 K OKHY eble0da pe3yJsibmamoe ModeslupoeaHus

(Woozleology Output)

B okHe pesynbTaToOB npeacTtaBrieHbl uckoMasa dpasa (Target Phrase)
‘METHINKS IT IS LIKE A WOOSLE”, Tekywaa dpasa (Current Phrase),
nony4YeHHas Ha AaHHbI MOMEHT B pe3yrnbTaTe MyTauui u otbopa, Nopsiako-
BbIl HOMep TeKyLLero nokonenuns (Generation), a Takke cTaTUCTUKa Hakone-
HUS cooTBeTCTBUI (Agreements) Mexay TEKYLLEN U UCKOMOW dpa3on B psay
NMOKONEHUN.

OkHo pekombuHayuu (Recombination)

[deMoHCTpupyeT, Kak NPOMCXOANT NpoLEecc pekoMObmHaumMm mexay AByMs
poautenscknumm cpasamm P1 n P2 B kaxxgom nokorneHun. OgHako, B 9TOM
cryyae CKOpoCTb paboTbl NporpamMmMbl O4eHb HEBEMNUKa, U ANs OOCTMKEHUS
MCKOMOro pesyrnbTata notpebyetca cnuwkom Oonblwioe Bpems. [loaTomy
BKIOYaTb 3TO OKHO (CM. BblLIE) cnegyeT NuLlb Ha HEKOTOPOE BPeEMS, YTOObI
TONbKO NMPOAEMOHCTPMPOBaTh NPOLLECC pekoMbuHaLuun.

UccnedoeaHue modenu

Balua ocHoBHas 3aga4a—BbISICHUTb, KaK BNUSOT UCMOJIb30BaHHbIE B MO e-
NV napaMmeTpbl — YUCO NOTOMKOB (pa3Mep BbiBOAKA), YacToTa MyTauum u
yacTtoTa pekoMbuHauu — Ha CKOPOCTb 3BOJTOLNK, T.€. Ha YMCIO MNOKOMEHUN,
HeobxoavMoe nporpaMmme Ans Nony4yeHus nckomom cpasbl. nsa atoro ucno-
Nb3yWTe pasHble 3Ha4YeHUs napameTpoB B pamMKax MX AOMYCTUMbIX MHTepBa-
nos. OTBETbTE Ha BOMNPOC: CYLLECTBYIOT N ONTUManbHbIE YacTOTbl MyTaLui
1 pekoMburHaLmin, obecneyvmBaoLLLme MakCMManbHy0 CKOPOCTb 3BOMOLMN?

2. OT60p NO ANaANNENbLHOMY ayTOCOMHOMY JTOKYyCY
(Selection on a Diallelic Autosomal Locus)

Mpennaraemas B gaHHOM pasfene npocTenilas AeTEPMUHUCTCKas Moaenb
paccmaTtpuBaeT aencTBme oTbopa Ha YacToTbl ABYX annenen B ayTocCOMHOM
nokyce B 6eckoHe4yHo 6GonbLION MoNynsauunM, T.e. B YCMOBUAX OTCYTCTBUS
3abdheKkToB CcrnyyanHon BbIGOPKU (reHeTudeckoro apenda). Mbl Taikoke npeanonara-
€M, 4UTo XxapakTep oTbopa He MeHSIeTCa CO BpeMeHeM, a cpefa He BnvsieT Ha
heHOTMNUYECKOE BbIpaXeHue reHoTmna.

B xn3HeHHOM uukre noboro opraHuaMa OTOOP MOXET AeWCTBOBaTb Ha
pasHbIX 3Tanax, HadnHas ¢ onnogoTBOPEHHOW 3uroTel. B ocHoBe npoueccos
oTbopa nexar nHaMBMayanbHble pa3nuuns ocoben No BbIXKMBAEMOCTU, CMNO-
COBHOCTU K CnapuBaHuio, MpuBeKaTenbHOCTU A9 0cobel NPOTUBOMONOXKHOIO
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rnona, YMcny NPou3BoOAUMbIX FraMeT, BEPOSITHOCTM ycheLlHoro obpasoBaHus
3uroTbl U T.4. OaHako, B AaHHOW MOAENM Mbl Npeanonaraem ansi ynpoLeHus,
4YTO OTOOP CBSI3aH TOMLKO C Pa3NUYUSMU FTEHOTUMOB MO BbIKMBAEMOCTU U
NIoAOBUTOCTH.

BasoBasi Mogernb oTGopa No OQHOMY FIOKyCY C ABYMS annensimm

Mpegnonoxum, 4To B NOMNYyNS LMW NPUCYTCTBYIOT ABe annenu (A v a) ogHoro
reHa, BNusIoLLLME Ha XN3HeCNOCOBHOCTb 1 NO4OBUTOCTb. [PUHATO rOBOpUTS,
4YTO nonmynauus rnosumMopghHa No JaHHOMY reHy (Mnu foKycy), U B Hen
BCTpevatoTcss ocobu Tpex reHotunos: AA, Aa u aa. Ecnn atm reHotunbl
pasnuyaloTcs No BbKMBAEMOCTU U MIOAOBUTOCTU, TO rEHETUYECKUIA COCTaB
nonynsumMm 6yaet U3MEHATbCS C TeYEeHMEeM BpeMeHW, MOCKOSbKY YacToTa
bonee npucnocobneHHon annenu dyaet Bo3pacTaTtbk. [Jnsa Toro, 4To6bI npous-
NCTPMPOBATbL AMHAMMUKY 3TOr0 MUKPOIBOSHOLIMOHHOIO nNpolecca, Npocneamm
3a noBefeHVeM Nonynsunm B Te4eHne NOMHOro NOKONEHWs, HaYaB co cTagun
3uroTbl. Mbl 6ygem npegnonaraTb, YTO YacToTa annenu A cocTaensieT p,
annenu a—q = (1-p), a B npouecce cnapvBaHusa anrenM KOMOMHUPYTCS
CTPOro NponopunoHanbHO MX YacToTam B reHodboHAe nonynsumun. Torga B
COOTBETCTBUM C 3aKOHOM Xapaun-BanHbepra oxungaemble 4acTOTbl FTEHOTUMOB
coctaBsAT: AA — p?, Aa — 2pq, aa — 2. Ecnv YmcneHHocTb ocobeit B nonyns-
unm B MOMeHT t cocTaensieT N,, TO oXxrgaemas YACNEHHOCTb 0cober aTUX Tpex
reHoTunoB coctaemut: AA — p?N, Aa —2pqN, aa — g°N,.

Tenepb OOMYCTUM, YTO 3TU TPW FEHOTUNA MMEIOT PasHyl0 BEPOATHOCTb
BbIKMBaAHWS OT 3UrOThbI 4,0 OCTMKEHUSA NONOBO3penocTn (dughgepeHyuanbHas
8blxusaemocms). Ecnvmbl 0603HauMM OO0 BbKUBLUNX reHOTUNOB AA yepes
[aa, A8 — lp, M @@ — |,,, TO YNCNO BbDKMBLUMX OcoBelr pasHblX FeHOTMNOB
coctasut: ana AA — 1,.p2N,, ana Aa — I,,2paN, ansa aa - 1,,0°N,. Oanee
NpeanonoXuM, YTO YMCMO rameT, o6pasyeMbiX Kaxaon B3pOCron 0cobbto,
pasnu4HoO M 3aBUCUT OT reHoTuna (GughgbepeHyuabHasi n10008UMOCMEb).
O603HauYmM 4Yncno rameT, NpoayLMpyeMbIX reHoTunamu, cneayowmm obpa-
30M: AA — 2my,, Aa — 2m,, 1 aa — 2m,,. Toraa obuwee yncno ramet, npoay-
LMPYEeMbIX OCOBSIMU KaXKOoro reHoTuna coctasut: anst AA — 2mualaapi N, ans
Aa-2mp,l,.2paN,, ans aa—2m_,l,.q°N,. 3amMeT1M, 4To YMCno 2 NPUCyTCTBYeET
B KaXJOM U3 NMpuBEOEHHbIX BbIpaXeHu NpoCTO NMOTOMY, 4YTO BcCerada aBe
raMeTbl cnMBatoTCs, 06pasys ogHy 3uroTy. B ganbHenwem Mbl CMOXeM NPOCTO
pasgenuTb obwee 4ucno rameT Ha ABa, 4Tobbl BbIMMCNUTL YMCNo obpa-
30BaBLUMXCH 3UroT. YacToTa annenu A B raMeTHOM nyrne AaHHOro MOKONeHNs
— 3TO YMCMO rameT, HeCyLUX AaHHYo annenb, OTHECEHHOe K 0bLwemy vynucny
rameT obovx TMNoB.

O6Lee yncrno rameT A BKNOYaeT BCe raMeTbl, NponsBedeHHble 0COBAMM
C reHoTunom AA, 1 NONOBUHY NPOAYLIMPOBAHHbIX 0COBSMU C reHOTUNoM Aa:

2mMpalpaPPN + (2Mlaa20aNy/2 (1)
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CyMMapHoe 4ncrno rameT 060Mx TUMOB B MONYMSILUN COCTABUT:
2 2
2MpnlaaP Ny + 2m 1o 2p N, + 2mlL,aN, (2)
O"‘IeBM,D,HO, YyToO YyacTtoTta annenn A B raMeTHOM I'IyJ'Ie I'IOI'IyJ'IFI LUNUN — 3TO OTHO-
LUEeHWe BblpaXKeHus 1 K BblpaXKeHuto 2, nnu:
2
MaalaaP Ny + Mplap AN,
7 7
MaalaaP N + Mpgla2pdiN; + Myol,,00N,

)

Tenepb Mbl MOXeEM 3aBEPLUNTb XWM3HEHHbIN LMK Hawen nonynsauuu,
nepengs oT YACNEHHOCTU FraMeT NOKONEeHMs t K YNCry 3MroT HOBOTO NOKOSEHMS
t+1. Ecnu npouecc cnusHus rameTt YMCTO CriydaeH, TO OXXnaaemble YacToTbl
annernen cpegun 3UroT HOBOrO MOKOMNEeHMs ByAyT TOYHO TakMMK Xe, Kak 1 B
rametHom nyne. Obuee Xe 4YNCno 3UroT COCTaBUT POBHO MOJIOBUMHY CYM-
MapHOro 4ymncna ramet. YacTtoTty annenu A B Havarne HOBOIO MOKOMNEHMUS Py,
onpegensieT BolpaxeHue 3, KOTOpPOe MOXHO MepenucaTth creayowmm obpa-
30M, ycTpaHuB 13 Hero N

2
ManlaaP” + MaglaP 0
7 2
MaalaaPy™ + Maglaa2PG; + My 10,0y

O0Lasa YMCNEeHHOCTb 3UroT B Havane cneayroLlero nokoneHmna CoCctaBuT.

Nt = Nf(MaalaaP? + Maglan2p @ + Myyl,002) (5)
MapameTpbl My, U |5, XapakTepuayoT BbHXKMBAEMOCTb U NI0A0BUTOCTL 0CObeN
¢ reHoTunom AA. OBbIYHO NX 0OBLEOMHAIOT BMeCTe B eaAnHbIn napameTp W ,
= Mpalaa, UMEHyembIt abconromrHol npucrnocobrieHHocmbo reHoTuna AA.
TOYHO TaK>xe BblYMCNAT abCONTHY0 NPUCMOCOBNEHHOCTL ABYX OCTarnbHbIX
reHotunoB: W,, = myl,,, W,,=m,l.,. B paccmaTtpmBaemon mogenun mol npea-
nonaraem, 4To abcontoTHas NPUCNOCOBNEHHOCTb KaXK4oro reHoTMNa Hen3MeH-
Ha 1 He 3aBUCUT OT YUCMEHHOCTM NONYMSLMM U FEHOTUMNOB, OT COCTOSIHUS Cpe-
Obl 06UTaHUs, a TakKke U OT COCTOSIHUS ApYrux nokycoB. KoHe4yHo, BCe 3Tu
NpeanonoXeHns o4YeHb Aanekn oT AeNCTBUTENbHOCTU, HO OHW MO3BOMSANT
NOCTPOUTL NPOCTENLLYI0 Mogenb oTbopa.
Mbl MOxeM nepenucaTb BblpaxeHus 4 u 5 B 6bonee KOMNakTHOM Buae,
ncnonb3ys abcontioTHY NPUCNOCOBNEHHOCTL BMECTO pasferbHbIX NapameT-
POB BbPKMBAEMOCTU U NNIOAOBUTOCTHU:

Niot = N(Wanp? + W.2p @, + W,.07) (6)

= p Waab: + Wy 0 (7)
" Waap? + Waa2pg, + W07

3TI/I [ABa BblpaXXeHNd Ha3blBaloT peKprUOHHbIMU ypaeHeHUFIMU, I'IOCKOJ'lI:Ky OHN

NOo3BONAKT NnocneaoBaTesibHO paccyMUTbiBaTb YaCTOThl anneneﬁ, OCO6€IZ (o]

pa3HbiIMKU reHotunamm M YUCINEHHOCTb I'IOI'IyJ'IﬂLLI/II/I B J'IIO6OM NMOKONEeHnun,

ncxoaa n3 BeJIn4nHbl 3TUX NapamMmeTpoB B I'IpeJJ,LIJeCTByI'OLLI,eM NOKONeHnn, T.e.

pt+1 = (4)

Pt+1



npocnexusaTb AMHaMuKy oTbopa B CKOMNb YrOAHO ANUTENbHON Ypeae nokorne-
Hun. CnegyeT NOAYEpPKHYTb, YTO YMCMUTENb B ypaBHEHUN 7 NpeacTaBnsieT
cobo cpefHeB3BELLEHHYI0 MPUCNOCOBNEeHHOCTL annenu A BO BCEX €€ reHOTU-
NMMYecKMX KOMBMHaUUAX, a 3HameHaTernb — 3TO CPeAHSS NPUCNOCOBNEHHOCTb
nonynsumu, T.e. CpegHeB3BeLUeHHast NPUCNOCOBNEHHOCTb BCEX TPEX FrEHOTU-
rnos.

Mopudumkauumn mogenu

3ameTnm, 4TO CornacHO ypaBHEHUIO 7 CKOPOCTb M3MEHEHWS YacTOoTbl anne-
nn A OT MOKOMEHUS K MOKOMEHUIO 3aBUCUT OT OTHOLLUEHUSI NPUCNocobneH-
HOCTEel (YncnuTensa K 3HaMmeHaTernt), HO He OT UX abCoNTHOW BEMUYMHDI.
Mpeononoxmm, 4TO B Halen NONynAuuM BbDKMBAEMOCTb U NOAOBUTOCTb
ocoben Bcex Tpex reHoTUMNoB yBenuyunach B ABa pasa. B pesynbrarte cko-
pOCTb poCcTa NONyNALUN B COOTBETCTBUM C YpaBHEHMEM 6 TakKe yBENUUNTCSH
B ABa pasa. OgHako, 3TO COBEPLUEHHO He CKaXKeTCH Ha YacToTax annenemn um
reHOTUMOB, MOCKOSbKY €CIM Mbl YMHOXWM YNCNMTENb U 3HaMeHaTenb B ypas-
HeHun 7 Ha ABa, TO BENNYUHA Py, HE N3MEHNTCH. VIMeHHO noaTomy yaobHee
Bblpa»kaTb MPUCMOCOBNEHHOCTb FEHOTMNOB He B aDCOMIOTHBIX, @ B OTHOCUTESb-
HbIX Benm4ymHax. [1ns aToro Mcnonb3yoT napaMmeTp OmHocumesbHoU npucro-
cobrnieHHocmu, 0603Ha4YaeMbl ManeHbkon 6ykBon w. OTHOCUTENbHYHO MPUCMO-
co6neHHOCTb reHoTuna, obnagatoLwero B AaHHbIX yCnoBUSX Haubonbluen
BbDKMBAEMOCTbIO M NIIOAOBUTOCTLIO (NYCTb 3TO ByaeT, Hanpumep, reHoTun
AA), npyHMMaloT paBHOM efuHuLEe, a NPUCNOcOBNEeHHOCTU OCTanbHbIX re-
HOTUMNOB B3BELLMBaOT OTHOCUTENBHO BENNYUHBI MakcumarnbHOW abcontioTHON
NpMcnocobneHHOCTU: Way = Wua / Waa =15 Way = Wa, / Wins Wop = W, / Wpa.
Tenepb ypaBHeHWe 7 MOXHO nepenucaTb cneaytoLwmm obpasom:

WPt + Wa G ®8)
WaaP + Was2P(; + W07

30ecb, Kak U B ypaBHEHUM 7, YNCNUTENb NpeacTaBnseT cobon cpeaHes-
3BeLLEHHY0 NpUcnocobrneHHoCTb annenn A, HO TOMbKO He aBComMTHYIO, a
OTHOCUTENbHYIO, a8 3HaMeHaTenb — 3TO CpeaHeB3BeLLeHHasi NpMcnocobneH-
HOCTb BCEX FEHOTUMOB T.€. CPedHsAs OTHOCMTeNbHas MpUCNOCOGNEHHOCTb
nonynsaumu.

BenuunHbl OTHOCMTENbHOM MPUCNOCOBNEHHOCTM FEeHOTUMNOB MO3BONSAT
3BOMIOLIMOHUCTY NpeackasbiBaTb X04 0TOOPa 1 YacToThl annenen B Gyayluem,
HO OHM coBeplUeHHO GecronesHbl OMA 3Korora, KOTOPpoMY Heobxoaumo
MpPOrHo3npoBaTh ANHAMMKY YMCTIEHHOCTM NONYNALMA B COOTBETCTBUU C ypaB-
HeHveM 6. BaHO MoaYepkHYTb, YTO MMKPOSBOMIOLMOHHbIE U3MEHEHUS B
NonynsLUMM HUKaK He CBA3aHbl C ee AMHAMUKOW: YacToTa annenu, obnaaaio-
LLiei HamBbICLLEN NPUCTIOCOBNEHHOCTLI0, MOXET BO3pacTaTh B TO Bpems, koraa
nonynsaunsa cokpallaeTcsa B pasmepax.

Pu1 = Py



OTHOCUTENBHAs NPUCNOCOBNEHHOCTb W — 3TO Mepa SBOMHOLMOHHOIO ycne-
Xa, OHa KONMYECTBEHHO XapakTepmayeT cnocobHoCTb ocoben, obrnagaroLmx
OaHHbIM TreHOTUMNMOM, BbDKMBATb U Pa3MHOXaTbCA MO CpaBHEHUIO C OPYrMMU
ocobsamu. B page cnyvaeB oka3blBaeTCs Takxke yao6HbIM UCnonb3oBaTb obpa-
THYIO Mepy, 0603Ha4YaeMyl Kak KoaghguyueHm ombopa, onsa Toro, YToObl
N3MepuTb MHTEHCUBHOCTb OTOOpa, AeNCTBYIOLLEro NpoTue ocoben Kaxagoro
reHoTuna.

San = 1_WAA Spa = 1_WAa Saa = 1_Waa

KoadhdmumeHTbl oTOOpa okasbiBaloTCcs Hanbonee yaobHbIMKU, Koraa Mbl
nuccriegyem BrUSIHUE 3KCMPECCUMU FEHOB Ha CKOPOCTb MUKPOIBOMKOLMOHHbBIX
nameHeHn. Mbl MOXeM nepenucatb OCHOBHOE ypaBHeHWe 8, uUcnonbays
koadpdmumeHTbl oTOopa M elle oauMH napameTp h, namepsoWmMn cTeneHb
OOMUHUpOBaHus. Npeanonoxum, 4to oToop OnaronpuATCTBYeT annenu A n
YTO OTHOCMUTEMbHbIE MPUCNOCOBNEHHOCTU ABYX FOMO3UIOT COCTaBMSHOT:
Wan = 1MW, = (1-s). Torga oTHOCMTENBHAs NPMCNOCOBNEHHOCTb reTepo3mnro-
Tbl MOXeET ObITb BblpaXeHa kak W,, = (1-hs) n ByaeTt 3aBuceTb OT cTeneHu
AoMyHMpoBaHus annenu A. Ecnvn gommnHmpoBsaHue aBnseTcs nonHeiM, Toh =0
N TOrAa Wu, = W,, = 1. Ecnin gommnHmpoBaHue BoobLe oTCyTCTBYET (3TY CUTY-
aLuio YacTo HasblBaloT NONy4OMUHAHTHOCTLIO annenen), To h = 1/2, n npucno-
COBEHHOCTb reTepo3uroThl OyaeT MMeTb BENUYMHY MPOMEXYTOYHYIO MEXay
nNpMcnocobneHHoCcTAMN roMo3nroT. CuTyauuss MOMHOro  AOMWHMPOBAaHUS
annenu a Hag A MoxXeT BbITb onncaHa BenMYnHOn h = 1; Npu 3TOM W,, = W,
Mcnonb3ya aTM napameTpbl, Mbl MOxeM npeobpasoBaTb ypaBHeHue 8
crnepyoLwmmM obpasom:

P+ a(1-hs)
p’ +2pa(1-hs) + g*(1-s)

Pu1 = Py 9)

AHanuTM4yeckoe uccnegoBaHue Mogenu

CyLuecTByeT ABa pasnuyHbIX NOAX0A4a, NO3BONSOLLNE HAM BbISIBUTL CBOIA-
cTBa nioGON MaTeMaTu4ecko MOAENN — aHaNUTUYECKOoe WCCrefoBaHve U
yucrneHHoe mMopenvpoBaHue. PaccmMoTpum cHadana nepseblii noaxofd. XoTs
ypaBHeHVe 8 [0BONbHO IPOMO3LKO, OHO BCE XK€ HEe CTOMb YXX CIOXHO AnS
aHanMTMYecKoro uccrnefoBaHus. MpeanonoXumM, YTo B NONynsiLyMu BO3HUKIO
paBHOBECUE MeXY YacToTamu ABYX annenei. B aTo cutyauum p,,, = p, U Mbl
MOXXEM PEeLUMTL ypaBHEHWE aHaNMUTUYECKU, YTOGbI ONpeaenuTs YCIoBUS TAKOro
paBHOBECUS!, MOACTABNSAS P, BMECTO Py,

WPt + Wa G
2 2
WaaP:™ + Wp,2P 0, + W,,0;

P =Py (10)
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OTclopga nyTem ynpolieHus cnegyer:
WaaP® + Wa,20°q + W, pG” = WaaP? + W, ,PQ (11)
Waa(P*—p%) + Wa,2P°q + W,,pG” — W,,pq = 0 (12)

Mbl MOXeMm eLe 6onee ynpocTuTb BbipaxeHue 12, 3ameHnB B HeM q Ha (1-p)
W yumuThIBas, Yto p*—p? = p’(p—1) = —p*q, nony4aem:

—P’qWas + 2P°QW,, + PO°W,, — PAW,, = 0 (13)
v panee: P [ —PWap + 2PWp, + QW,, — Wa,] = 0 (14)

Kybuuyeckoe ypaBHeHve 14 umeeT Tpu KOpHS, onpedensiowme BO3MOXHbIE
ycnosus pasHoBecus. lNMepsble aBa 13 HKX (p = 0 n g = 0) He npeacTasnalOT
ocoboro uHTepeca, NOCKOMbKY KorAa B NONynsauMu ogHa U3 annenemn oTcyT-
CTBYyeT, TO ee 4acToTa, KOHEYHO Xe, He MOXEeT Bo3pacTaTb. TpeTuin KopeHb
onpegensieTcs BblpaXeHneMm:

—PWan + 2pWAa + qWog — Wp, = 0 (15)
3ameHsd B HeM q Ha 1—p, nony4yaem:

W,,— W
aa Aa (1 6)
Wan — 2WAa + Waa

p:

Mony4yeHHoe ypaBHEHWE BECbMa MHTEPECHO, MOCKOMbKY OMUChIBAET CUTYa-
LIMI0 YCTOMYMBOrO paBHOBECUS, T.e. c6asiaHCupo8aHHO20 NoUMopgu3Ma no
[AaHHOMY NOKYCY. SICHO, YTO TONMbKO HEeKOTOpble 3Ha4YeHMsI OTHOCUTENbHbIX
nprcrnocoGneHHoCTeN yaoBNeTBOPAOT 3TOMY YpaBHEHUIO U MOTYT o6ecneynTb
nogaepxaHue nonuMopduama.

BTopoi nyTb aHanUTU4Yeckoro WUCCreaoBaHUs MOAENU 3aknyaeTcs B
BbIYMCNEHNM CKOPOCTU MUKPO3BOMNIOLMK, B HaLLEM Criyyae — B onpeaeneHum
npupaLleHns YacToTbl annenu A 3a ogHo nokonexune, T.e. Ap = p.q— P ATy
BENUYMHY MOXHO OMnpeaennTb, BbluuTas p, U3 obGenx yacTel ypaBHeHus 8.
Mocne aToro ero nesast YacTb CTAHOBUTCA paBHON Ap, a NpaByIo YacTb MOXHO
nocneaosBaTenbHO NpeobpasoBaTh creayoLLMM o6pasom:

WPt T Wa Gy
2 2
WaaP:™ + Wp,2P 0, + W0

WPt T Wa Gy
2 2
WaaP™ + Wp,2P 0, + W0

Ap = p, —p; = P -1) =
(WanPt + WaoG) — (WaaP{ + Was2PG; + W,.0)

2 2
WaaPy™ + Wp,2pG; + Wo

=Pt

MpoBoaum panbHenwne anrebpauvdeckne npeobpasoBaHNa uYMCNUTENS,
3ameHsieM (1—p,) Ha q,, BLIHOCUM @, 38 CKOBKM 1 NoryyYaem:

(WAA - WAa)pt+ (WAa - Waa)qt
WaaP{ + Wai2p0 + Woo0

Ap = pq; (17)
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W3 ypaBHeHus 17 crniegyeT, 4To eCrvNpMcnocoOeHHOCTb annenu A Bbille,
YyeMm annenu a, T.e. Wy, > Wy, > W,,, TO Ap NOMNOXUTENbHO Npu MobbiX
YyacToTax annenen B nonynsaumyi. 3To 03Ha4aeT, YTo oTOop OyaeT HanpaBneH-
HbIM 1 NPUBEAET K NOCTENEHHOW 3aMeHe Bcex annenen a Ha annenu A. lNonu-
MoOpdHOe paBHOBECKE BO3MOXHO TOMbKO Korga reteposurota obnagaet nubo
Hambonblen, NMbo HavmeHbLLen npucnocobneHHoCcTbl0. B nepBom crnyyae
(ceepxdomuHuposaHue, OOHOJTOKYCHbIl 2emepo3uc) nonMMmopdHoe pas-
HOBeCHe yCTONYMBO, BO BTOPOM Xe (HernosiHoe 00OMUHUPO8aHUE) — HeYCTONYM-
BO, 1 Npu MoH6OM OTKIIOHEHUW YaCTOT annenen aToT npouecc byaeT passuBaTh-
Cs 1 ganee, NpyMBOAS B KOHLE KOHLIOB K chMKcaLum B NOMynAsiLMM OOHOM U3 OBYX
annenen.

CKkopoCTb M3MEHeHUs YacToTbl annenu A 3a NnokorieHne MOXHO onpege-
NnUTb Takke 13 ypaBHeHUs 9, NpoBeAs C HUM aHanorn4yHble npeobpasoBaHus,
NpMBOASLLME K CIeAyHoLeMy BbIPaXEHNIO:

hsp?q, + (1-h)spq
1- hsztht - SQt2

Ap = (18)
TOYHO TO e camoe MOXHO NOMNy4YMTb U U3 ypaBHeHUs 17, BbIpa3uB B HEM
3HayeHus npucnocobrneHHocTen Yepes KO3IPPULUMEHTbI S 1 h (CM. BbILE) U
npoeensi Heobxoanmble anrebpanyeckme npeobpasoBaHus. B cniyvyae nonHoro
OOMUHMPOBaHUA annenu A, 1.e. koraa h = 0, ypaBHeHne 18 3HAUMTENbHO
ynpoLiaeTcs u B 3Ton hopMe nony4nno Hanbonee LWMpPOKY N3BECTHOCTb:

__ spa’
Bp = (19)
W3 ypaBHeHun 17—19 cnepyeT 4to BenuumHa Ap, T.e. CKOPOCTb 3BOMOLUU
noa OewcTBMeM OTOOpa, 3aBUCUT OT COOTHOLUEHWUS NpucnocobneHHocTen
(koabhuumMeHTOB OTOOpPA) rEHOTMNOB, OT YacTOT annenen, a Takke n ot
Xapaktepa OOMUHMPOBaHMSA. Tak, Npu NPoYNX paBHbIX YCIOBUSX CKOPOCTb
oTbopa bygeT Tem Bblle, YeM Bonblue pa3nuuns Mexay reHotunamum no
npucnocobneHHocTn. Kpome Toro ua ypasHeHuin 17—19 cnegyet, 4To CKOPOCTb
oTbopa MakcumarnbHa nNpu cpegHnx YactoTax annenen, T.e. koraap = q = 0.5,
a npu OTKITOHEHWM OT STOrO NOMOXeHWs B NMoBOyt0 CTOPOHY OHa YMEHbLLAETCS;
MeLneHHee Bcero oTbop npoTekaeT Korga 3HayeHust nbo p nMbo q oYeHb
Marnbl.
3HaunTenbHO GonbLUME BO3MOXHOCTU ANs UCCneaoBaHUsA npeanaraemom
Moaenu otbopa AaeT YMCNEHHOEe KOMMbIOTEPHOE MOLENMPOBaHUE.
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MpakTnyeckas pa6ota ¢ mogenbto

lMosicHeHuUs1 K OKHYy ee0o0a napamempoe modesiu

Which output would you like to view? — Kakoli pesynsmam bl xomesnu 6bl
sudems? lNMepemewasn kypcop, Bblbepute napameTp (nogpobHee cMm.
HWXe), rpadhmk KOTOPOro Bbl XOTeNM Obl YyBUAETH B NEPBYIO oYepedb.

Which coefficients would you like to use? — Kakoul u3 koaghgbuyueHmos 8ol
xomeru 6bi UCrob308amb ? — HY>XHO BbIOpaTb OAMH U3 ABYX PEXUMOB
paboTbl Mmogenu:

(1) C ucnonb3oBaHneM 3Ha4YeHU NPUCNOCOBNEeHHOCTH reHoTuNoB (Fitness);

(2) C ncnonbsoBaHnem koadpumumeHTa otbopa (Selection).

BBeguTe 3HavyeHNss napamMeTpoB B 3aBUCUMOCTM OT BbIBpaHHOro pexuma:

wWAA, wAa, waa — OTHOCUTErNbHblE MPUCNOCOBNEHHOCTN FEHOTUMOB; MOryT
npuHUMaTh nobble 3HadeHns ot 0 4o 1, HO BENNYUHY W Ans Hanbornee
NMPMCNOCOBNEHHOro reHoTuna cnegyeT YyCTaHOBUTb PaBHOW eauHULE;
reHoTun ¢ npucnocobneHHocTolo 0.25 octaBnseT B 4 pasa MeHbLUe
NOTOMKOB, YeM Hanbonee NpPMCNoCcoBNEHHbIN, a NPU HYNEBON OTHOCKU-
TenbHOW NpMcnocobneHHOCTV NOTOMKOB He ByaeT coBceM (NeTanbHOCTb
unu nonHoe Gecnnogue).

h — nokasaTenb cTeneHn 4OMWHMPOBaHUSA (CM. BbilLe).

s — ko3hdumumeHT oTbopa NpoTMB annenu a.

How many generations do you want to simulate? — CKkosibKo rnokoneHud 8bl
xomume ripomodesniupogams? 10 ymonyaHuio 3Ta BennynHa coctaens-
eT 200. B 3aBucumMocTu ot cunbl ot6opa Bam MoxeT noTpeboBaTtsca OT
10 o 1000 nokoneHun (MakcumansHoe 3HadeHue — 2000).

Do you want to begin with a single frequency or a six-frequency stability
analysis? — Xomume nu bl Ha4amp aHanu3 cmabusbHocmu ¢ 0OHOU
Yacmomsl unu ¢ wecmu yacmom? [1o ymonyaHuio nporpamma
mMogenupyet npouecc otbopa 0gHOBPEMEHHO B LLUECTU NOMNYNAUMSX,
OTNIMYALIMXCA Ha4vanbHOM 4YacTOTOW P, YTO O4YeHb yAoBHO Ans
aHanusa. Ho npwu xenaHum Bbl MOXeTe BblbpaTb pexunMm mogennposa-
HWS OT OOQHOMW HaYyanbHOW YacToThl, U B 3TOM Cryvyae BaM Heob6xoguMmo
ee BBeCTU:

Single starting frequency — OdHa HayanbHass Yyacmoma — Jliobas BennuuHa
mexay 0 un 1.

OcobeHHO NoNe3Ho HaunHaTL aHanM3 ¢ OAHOM YacToThbl B CUTyaLMaX NpeBoc-
xoacTea (WAA<wAa>waa) nnu, HaobopoT, HeJoCTaToYHOW NpUcNocobrneHHoc-
™ (WAA>wAa<waa) retepo3nrot. Tonbko B 9TOM pexmnme MoaenupoBaHus
OKa3bIBaeTcs AOCTYNHbIM rpadk M3MEHEHUI YacTOT FreHOTUMNOB BO BPEMEHMW.
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lMosicHeHUs1 K OKHY eble0oda pe3yJsibmamoe ModeslupoeaHus

Mporpamma npeactaBnseT pesynbTaTbl CBOen paboThbl B Buae Tpex (nnu
YyeTblpex, ecnu BbibpaHa ofHa MCXOoQHas yacToTa — CM. BbIle) Auarpamm,
KOTOPble MOXHO BbI3blBaTb NOOYEpPEeHO, Haxumasa <Space Bar>:

p vst — uamMeHeHue YacToTbl annenu A OT MOKONEHUs K NOKOMNEHUIO.

Genotypic Freq vs t — M3MeHeEHUs OXMAaeMbIX YACTOT TPEX FEHOTUMNOB OT
MOKOMEeHUs K MOKOMNeHMIo (AOCTyNHa ToNbKo nNpu Beibope ogHoNn ncxoa-
HOW 4YacToThl ).

Ap vs p — rpaduk 3aBMCMMOCTY NpupaLLEeHns YacToTbl annenn A 3a ogHo
nokoneHue Ap (T.e. CKOpOCTM OTOOpa) OT ee 4acToThl p.

wbar vs p — rpacuk 3aBMCMMOCTU cpegHeln NPUCNOCOBNEHHOCTM NONynsLMm
OT YacToTbl annenu A (Tak HasbiBaeMblVi adanTMBHbIN NaHawadT).

B BepxHem yacTu akpaHa nporpaMma BbIBOOUT WCXOAHble 3HaYeHusi

NpMcnocobneHHoCTeN reHOTMNOB UK KO3 PULNEHTOB h 1 s.
UccnedoeaHue modenu

[ns Toro, 4To6bl NO3HAKOMMUTLCS CO BCEMU BO3MOXHbBIMU (hOpMaMU NoBe-
OEeHVs Mogenu, uccneaynte crieqyto e BapmaHThl, pasnvyaroLLmecs nokasa-
TensAMu JOMUHNPOBAHUS N COOTHOLLEHUSIMU MEXAY OTHOCUTENbHBLIMU MpUC-
Nocob61eHHOCTAMN reHOTUMNOB:

1. lNonHoe domuHuposaHue, ombop rnpomue AomMuHaHmMHoU asnnenu A
(Hanpumep, Wy, = 0.9, w,, = 0.9, w,, = 1; 3TOT BapmaHT B paccmaTpvBaeMon
MOZENM HEBO3MOXXHO BOCMPOU3BECTM NPW MCNOMb30BaHUM Ko3ddmumneHTa
cenekummn). B aTol cuTyaumm ymeHbLUEHME YaCTOTbl JOMUHAHTHOW annenmu
npoucxoguT TeM MeANeHHee, YeM Bhile Bbina ee McxogHas vacTtoTa, noc-
KOJbKY 6OMbLUMHCTBO PELIECCUBHbLIX ansenew npy Marnbix YacToTax HaXoauMTCs
B reTepo3nrotax U BCTPEYaEMOCTb FOMO3UroT, NoadepKMBaeMbIX OTOOPOM,
04eHb Mana.

2. MNonHoe domuHuposaHue, ombop npomus peyeccusHol annenu a (Ha-
npumep, Wa, = 1, Wy, = 1, w,, = 0.9; unu, 4yto 10 Xe camoe, s = 0.1, h=0). B
3TOM CUTyauuMn YacToTa pPeLieCCUBHOW annenu MOoCTENeHHO YyMeHbLUaeTcs,
O[HaKO Aaxe Npuv MakCMMarbHON MHTEHCUBHOCTM OTOOpa (NeTanbHOCTL pe-
LLleCCMBHOW roMo3urotel — W,, = 0, s = 1) annenb a HUKOraa He UCYE3HET U3
nonynsiLMmn, NOCKOMbKY NPaKTUYECKN BCE PELECCUBHLIE annenu npyu manbix
YacToTax HaxogaTCcs B reTepo3nroTax, U HUKaK He NPOsIBNSAOTCS, @ BCTpeYa-
€MOCTb rOMO3UroT, MPOTUB KOTOPbLIX HamnpaeneH oToop, YpesBblHanHO Mana.

3. Omcymcmeue doMuHUposaHuUsi, ombop rnpomues peueccusHol annenu
a (Hanpumep, W, = 1, Wy, = 0.9, w,, = 0.8; nnu, 4yto 10 xe camoe, s = 0.2, h
= 0.5). B atom cnyyae ot6op HEYyMONMMO NPUBOAMUT K MOSTHOMY YCTPaHEHUIo
peLieccMBHOM U bMKcaumMnm JOMUHAHTHOW anmeny B NOonynsiuun, NOCKOMbKY
peLieccrBHas anmnenb YMeHbLUAeT NPUCNocobNeHHOCTb HE TONBKO FOMO-, HO
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nretepo3nrot. CKOPOCTb 3TOro NpoLecca 3aBUCUT OT MCXOOHOMN YacToTbl ane-
N a n OT MHTEHCMBHOCTM 0TOOpa. Ho Aaxe B crnydae o4eHb Manbix Koadduum-
eHTOB oTOOopa peueccuBHasd annenb bGygeT paHO MM MO34HO MOMHOCTLIO
ycTpaHeHa. Onpegenute 4ucno MOKOMeHun, Heobxogmmoe Ans MOMHOro
yCTpaHeHMs1 peLecCMBHON annenu npu pasnuyHblX UCXOAHbLIX YacToTax u
3HayeHuax koadumumneHTa otbopa NpoTuB Hee.

4. CeepxdoMuHUpOBaHUE — makK Ha3bleaeMbili OOHOMOKYCHbIlU 2emepo3uc;
omb6op ripomue obeux 2omo3uzom (Hanpumep, Wa, = 0.9, w,, = 1, w,, = 0.9;
unu, 4To TO Xe camoe, s = 0.1, h = 0; Nnpu ncnonb3oBaHUK NapameTpa Npmcno-
COBNIEHHOCTN BO3MOXHOCTU MOAENM LUMPe, NMOCKONbKY B HEV MpeayCMOTpeHa
TONbKO OAHa BenuunHa koaddurumeHTa oTbopa, a Npu 3TOM Wy, = W,, = 1-8,
T.€. Bbl HE MOXETe NCMONb30BaThb pa3Hble BENNYUHbBI MPUCNOCOBNEHHOCTH ANs
ABYX romosurot). B gaHHOM cuTyaumu reteposnrota MMeeT NpeumyLLecTBO
nepeg obeMmun romoaurotamu, YTo BedeT K BO3HUKHOBEHWUIO paBHOBECUS —
cbanaHcupogaHHo20 nosumMopgusmMa. B 3aBUCMMOCTU OT MHTEHCUBHOCTU
oTbopa NPOTMB ABYX FOMO3UIOT N3MEHSETCH MONOXKEHWNE TOYKN PAaBHOBECUS U
CKOpOCTb ero gocTtmxeHus. ObasatenbHO npomMogenupymnTe crnegyoLlime
cuTyaumm: (a) npncnocobneHHOCTb 06enx roMO3UroT MOHMXKEHA B pas3nnyHon
cTeneHu, (6) ogHa 13 roMo3uroT NOMHOCTLIO NeTanbHa, (B) 06e romo3nroTsl
netanbHbl.

5. HenonHoe domuHuposaHue, ombop npomue eemepo3u2o0m (Hanpumep,
Wan = 1, Wy, = 0.8, w,, = 0.9; aTy cuTyaumio B paccmatpuBaemon MOAenu
HEBO3MOXHO BOCMPOU3BECTM NPU MCNOSMb30BaHUW KO3hdULMEHTa cenekuun).
Mpu HannynmM y 06enx romosnroT NpenmMyLLecTBa nepes retepos3nroTor otéop
BCerga npuMBOAMT K (pukcaumm B nonynsaumyv OAHOW U3 OBYX annenew, B
3aBMCMMOCTU OT UX UCXOAHOM YacTOThl. CyLLeCcTByeT TONbKO OQHO coveTaHne
YacToT annenen, nNpM KOTOPOM BO3HUKAET HEYCTOMYMBOE paBHOBECUE.
CkopocTb npouecca hukcauum 1 NonoxXeHne TOYKM paBHOBECUS 3aBUCAT OT
BENMMYMH npmcnocobneHHoCcTn 06enx romo3unroT nreteposnroTsl. Bawa sagava
— onpegenuTb XxapakTtep 3TOW 3aBMCUMOCTU. [JOBOMbHO TPYyOHO HaWTU
npumMepsbl NogobHON cuTyauun B NpUMpoAe, NOCKOMbKY B TakMX MOMynaumax
Bcerga nponcxoauT dmnkcaumsa ogHon n3 annenen. OgHako, Npu 3Tom ckopee
Bcero byaet HabnogaTbCAa Mo3auvdHas kapTuHa: B OOHMX MONynsumsax no
Crny4YanHbIM NPUYMHAM COXPaHUTCA OfHa annenb, a B Apyrux — apyras.

Bawa 3agaya: Bo BCex ONMcaHHbIX Bbllle BapnaHTax BbISCHUTb XapakTep

BNUSHMS KaK MICXOOHOro reHeTUYeCcKoro coctasa nonynsauuun, Tak ¥ UHTEHCKB-
HoCTM 0oTBOpa, onpeaensaemon 3Ha4eHUsIMMU OTHOCUTENBHOW NPUCNOCOBEH-
HOCTM Unn koaddurumeHTa oTbopa, Ha CKOPOCTb MUKPOIBOSMOLIMOHHLIX N3ME-
HeHui. Bo Bcex cnyyasax cpaBHUTE AMHAMUKY YacTOT annenen (0CHOBHas ava-
rpamma) c AMHaMMUKOM YacToT reHOTUMOB (creaytowasa auarpamma, 40CTynHas
TOMbKO Npu BbIGOpE 0AHOM UCXOAHOM YacToThl annenu A). OnpegenuTte, npu
KakMX 4YacToTax annenem MuHMManbHa U MakCumanbHa CKOPOCTb MUK-
poasontouun, T.e. Ap (TpeTbsa guarpamma)? HakoHel, nocrnegHasa gnarpamma
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OEMOHCTPUPYeT 3aBUCMMOCTb CPedHEN NPMCnocoBreHHOCTH nonynsaunm ot
YacToTbl annenu A; bakTnyeckun oHa nobpaxxaet O4HO n3MepeHue adanmus-
Hoeo naHOwagma. Ons Kaxgon uccriegyemon cuTyaumy onpegenute, roe
HaxoauTCs aganTMBHBIN MUK, T.€. TOYKA MakCcuManbHOW cpeaHen npucnocoo-
neHHocTn nonynaumn? Ncnonbsynte yHkumio F4, ytobbl BCeraa BuaeTb Ha
3KpaHe pesynbTaThl MpeALlecTBY OLWEro Lukna MmogennpoBaHus. Vicnoneaynte
Takke dyHkUUM “Zoom” n “KoopamHatHas ceTka’”.

3. OT60p NO MynbTUaNNeNbLHOMY JIOKyCY
(Selection on a Multi-Allelic Locus)

[nsa MHOrMX NONMMOPMHbIX NTIOKYCOB B MPUPOAHBLIX MONYASUMAX XapakTep-
HO Hanmune Bonee Yyem ABYX annenen, BCTpeYarLLMXCcsa ¢ JOCTaTOYHO BbICO-
Knmmn yactotamu. [1ng toro, 4tobbl paspaboTate Mogenb oT6opa no MHoroar-
nenbHOMY foOKycy, Heobxogmma cuctema 0603Ha4YeHMIn, No3BoNsLWas pas-
nunyaTtb oTAenbHble annenu. MNycTe B okyce A MOXeT HaxOAUTbCH HECKOMNbKO
annerneu, kotTopble Mbl 6yaem obo3HauaTb kak A,, A,, A; U T.4., T.e. B 0bLieM
Buage kak A;, rae i = 1, 2, 3, ... n. Obwee yncno annenen B NoKyce, Taknm
obpasoM, paBHO N, a UX 4YacToTbl Py, Py, P; U T.4. B cCymme coctaensatoT 1.0.
CornacHo Teopeme Xapaun-BarHGepra 4acTtoTbl reHOTUMOB B reHOhOHAE 3TON
nonynauMM CoCTaBnsAoT: AN reteposurot AA; — 2p,p; U ANs ToMO3NUroT AA; —
P’
Mbi 6yaem 0603Ha4aTh OTHOCUTESNBbHYHO MPUCMOCOBIEHHOCTL reHoTUna AA;
kak w;. [pucnocobneHHOCTM BCeX BO3MOXHbIX FEHOTMMOB MOryT 6biTb
3anucaHbl B BUAe KBagpaTHON MaTpuLbl, B KOTOPOM HOMepa CTPOK 0603HaYeHbI
ByKBON i, @ HOMepa KOMNOHOK — BYKBOW j:

i\j A, A, A, A (Ww)
A, Wi Wi Wy - W Wy
A, Wy Wy Wy - W W,
A; Wi Wi Wi - W Ws
A; W, W, W, . W W,

i ij ij ] ]

B3BelLeHHasa cpeaHsas Bcex 3NeMeHTOB OAHOro psifaHasblBaeTca MapauHa-
nibHOU ripucriocobrieHHocmblo (KONOHKa W,, B Matpuvue) AaHHOW annenu u
obo3HavaeTcs kak w,. [pu BblYMCNEHUN STOro NapameTpa B KayecTBe 4YacToT
ANS B3BELUMBAHUA UCMONb3YIOT p; — T.€. YacTOTbl TEX ansienen, ¢ KoTopbIMu
annenb A; COCTaBNsAeT AaHHYI0 reHOTUNUYECKYo KoMBuHaumio. Taknum obpa-
30M, MapryHansHas NPUCNocobeHHOCTb — 3TO CPeAHSss NPUCNOCOBNEHHOCTb
OaHHOW annenu BO BCEX €e FeHOTUMUYECKUX KOMOBWHauusX, B3BelLeHHas
OTHOCUTENbHO YacTOT 3TUX FrEHOTUMOB:

w, = 2w, p, (18)
|
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CpegHas npucnocobneHHoCcTb nonynsaumn (T.e. CpegHeB3BeLUeHHas
NpMcnocobneHHOCTb BCEX FTEHOTUMOB) MOXET ObITh BbIYMCIIEHA CEAYHO LM

obpasom: o
w = ZWi = ZZWU p|pj (19)
i

[ns pacyeTta YyacToTbl annenu B NonynsuMun B rnokoneHuu t+1, ncxoagsa us
€e YacToTbl B npeablayLem NokoneHun t CnonbayoT crieadytolee Pekypcu-

OHHO€ ypaeHeHuUe:
it Wi
Dy = (20)

w
3710 ypaBHeHME COBEPLLEHHO aHaNOrM4YHO ypaBHEHUIO 7, UCMOSMb30BaHHOMY B
MoZenun guannenbHOoro fokyca.

Mbl MOXEM peLLnTb 3TO YpaBHEHWE AN COCTOSIHUS paBHOBECUS, Koraa
HUKaKUX W3MEHEHW 4acToT annenen He MpoucxoauT, T.e. Py = Py U
rloaToMy: W, = W, = Wy =...= W, = W (21)
WHbIMK cnoBamu, B COCTOSIHUM PaBHOBECUSI MaprMHarbHbIe MPUCNocoOneHHoC-
TV BCEX annenen AoMKHbl ObiTb OANHAKOBBIMU M paBHbIMU CPeLHEN MPUCNOCo-
GreHHOCTN nonynsauun.

CyulecTByeT, BO-NePBbIX, N TPUBUANbHbBIX CUTYaLMiA paBHOBECKS, Koraa B
nonynsaumMm NPUCYTCTBYET TONMbKO OAMH M3 N annenen ¢ yactoton 1.0, HO 3TK
cnyyam He nNpeacTaBnAlT crneunanbHoro nHrepeca. MoxHo npeacTaBuTb
Takke U CUTyaLno YCTOMYMBOro nonnmopdurama no JaHHOMY fOKycCy, Koraa
BCe ero annenun MMelT YacToTbl, OTMANYHbIE OT HYMS, HO CUCTEMa HaXOAUTCA
B COCTOSIHUU paBHOBECUS, MOCKONbKY CUMbl 0TOOpa, 4ENCTBYHOLLME Ha pasnuny-
Hble reHoTUMbI, ypaBHOBeLUNBAIOT Apyr Apyra. [ins Toro 4ytobbl B cucteme us
TpexX UMK HECKOMbKMX annenemn oTbop nogaepmBan CoCTOSIHNE YCTOMYNBOro
nonvmopduama cpeHAa NpucnocobneHHOCTb BCEX reTePO3UroT A0MKHa ObIThb
BbllLe cpeaHen NpnucnocobneHHoCT BCeX roMO3uroT.

SMnupudeckue nccrnenoBaHns ¢ UCNoNb30BaHMEM MeToAa anekTpodopesa
GenkoB, HayaTble B 70-x rogax, No3Bonunu obHapy>XMTb MHOrO MPUMEpPOB
MHOXECTBEHHOIO annenuaMa B npupoaHbIX nonynaumsx. beina BbigsuHyTa
rmnoTesa o TOM, YTO NONIMMOPA M3M B MyNbTU-aNmenbHbIX NOKyCcax NoaaepKu-
BaeTcqa 6narogaps oTbopy, Tak e Kak U BO MHOTMX Cnyyasax anannenbHoro
nonumopcuama. OpHako, mccnegoBaHWe 3TOW NPoBMNemMbl C NOMOLLbIO
aHanUTUYEeCKUX N YNCIEHHbIX MOAENer N03BOMNUMI0 yCTaHOBUTL, YTO NOAOGHOE
paBHOBECUE B fOKycax C HECKONbKMMMW annensmu, Kak rnpasuno, Becbma
HeyCTON4MBO W, crneaoBaTenbHO, Noaaep>KaHne MHOro-annenbHOro NonnMmop-
u3ma B pesynbtate 0TOopa ABNSETCH OYEHb MaNoOBEPOATHOM CUTyaLmen.

B kayecTtBe wunnicTpauum 3TOro BbIBOAA PacCMOTPUM  KNacCUYeCcKui
npumep TpexannenbHOW reHeTUYEeCKOW CUCTEeMbl MpPenCTaBfeHHON Tpems
Hanmbonee o6blYHbIMU annensmMmu B Nokyce B-rnobuHa yenoseka — HbB”, Hb B
1 HbB®, koTopble Mbl ByeM aanee HasbiBaTh NpocTo A, C 1 S. Kak M3BecTHO,
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y roMo3urot SS pa3BrBaeTCs 0O4eHb Cepbe3HOe U, Kak NpaBuno cMepTernbHoe,
3aboneBaHne — CepnoBMAHO-KNETOYHAA aHeMusi, HO 3aTo reTepo3nroTel AS
OYeHb YCTOWYMBBI K Mansapuu, 4to n obbsCHAET nogaepxaHue OoTbopom
AByxannenbHoro cbanaHcMpoBaHHOro nonumopduama Bo MHOrMX adpukaH-
CKMX nonynaumsx yenoseka (cM. pasgen 2). OgHako B Tex criyyasix, Koraa B
nonynsuMm NpucyTCTBYOT BCE TPY annenu, cutyaums CTaHOBUTCH 3HaUNTENb-
HO Boree CroXHOMN.

MomeleHHasa Hmke Tabnuua B3sita M3 MoHorpadmm Cavalli-Sforza and
Bodmer (1971). B Het 0606LLeHbl aMAMpUYeckne AaHHble, NONyYeHHbIE Npu
obcnepoBaHum 32898 Yenosek n3 72 nonynaumi 3anagHon Adpwukn. MNMpuse-
OeHbl Habngaemble U OXnaaemble COrnacHo ypaBHeHUIO Xapaun-BanHbepra
YaCTOTbI LWIECTU pasHbIX FTEHOTUMOB, a Takke UX NMPMCNnocobneHHOCTH, BblYUC-
NeHHble Kak OTHOLEeHUs Habnogaembix K OXXngaemblM YacToTam 1 OTHOCUTe-
NbHble NPUCNOCOBNEHHOCTU, BbIYMCIEHHbBIE MO OTHOLLEHUIO K MakCuManbHOn
npucnocobneHHOCTU reHoTuna AS, NpMHUMaeMon 3a eanHuLy.

[f[eHOTUNDBI

AA SS CcC AS AC SC
Habntopaemoe
yncno ocoben 25374 67 108 | 5482 | 1737 130
Oxunpaemoe
ymncno ocoben 25516 307 75 | 4967 | 1769 165
MpucnocobneHHOCTb
(=Habn./Oxug.) 0.99 0.22 1.45 1.10 0.98 | 0.79
OTHOCUTEenbHas
npucnocobneHHoCTb 0.89 | 0.20 1.31 1.00 | 0.89 | 0.70

MepBoe, YTO XOPOLLO BUAHO U3 3TOW Tabnuubl, 3TO TO, YTO €Cnn B Nonyns-
LNI0 COCTOSLLYIO TOMbKO U3 reHOTMNOB AA NPOHWKHET €4MHCTBEHHast 0CO0b,
Hecywas (B reTepo3uroTte) annene S, To 3Ta annene B pedynbTtate oTbopa
OyaeT yBenuumBaTb CBOK YaCTOTY, NOCKOMbKY ee MapruHarnbHasi npucnocob-
NEHHOCTb (40 TeX Nop, Noka OHa HaXoAUTCS TOMbKO B reTepo3nrotax) cocTtaB-
ngaet 1.0, yTo BbIWe cpefHen npucnocobneHHocTn nonynaumm (0.89). Ync-
neHHoCTb annenen S B nonynsauumn byaeT yBennunmsaTbCs 40 TeX Nop, Noka He
BO3HMKHET paBHOBECUE, B KOTOPOM paBHOBECHAsi YacToTa annenu S cornacHo
ypaBHeHuo 16 cocTaBuT:

Wss — Wps
Wpp = 2Wpg + Wgg

pPs = (22)
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BbluncneHns Ha ocHOBe AaHHbIX Tabnuubl NOKa3blBalOT, YTO B COCTOSHUM
paBHoBecuda YacTtoTa annenu S coctasut 0.1209, a cpegHss NpMcnocobneH-
HocTb nonynsuum — 0.9033.

EcnunTenepb nponsongeT eLe ogHa MyTauus 1 B NONynNsLuW, HaxXoas LWen-
Cs B COCTOSIHMM paBHoBecus mexay A n S, nosasutcsa annenb C, To ee pac-
npocTpaHeHne OyaeT 3aBUCETb OT MaprMHanbHOW NPUCMOCOGNEHHOCTMH,
KOTOPYH MOXHO BbIYUCIUTL Kak:

We = PaWac T PsWsc + PcWec (23)
Korga C siBnsieTca pekon MyTauuen, TpeTui YneH ypaBHeHNs 23 KpanHe man
(nockonbky p; = 0)  MOXxeT ObITb OnyweH. Torga, nockonbky ps = 0.1209,
MO>HO BbIYUCIIUTb, YTO P, = 1-pg = 0.8791. MapruHanbHas npucnocobneH-
HocTb annenu C MoxeT BbITb, Takum 0Opa3oMm, oLeHeHa Kak:

we = (0.8791)(0.89) + (0.1209)(0.70) = 0.8670,

a3TO MeHbLLUE, YeM cpedHSAs NpMcnocobneHHOCTb NoNyNsALUmM COCTaBNSIoLLEN
B COCTOsIHUM paBHoBecusa mexay A n S 0.9033. Takum obpasom, annens C He
CMOXeT yBenmyMBaTb CBOK 4acToTy 3a cyeT oTbopa Ao Tex nop, noka ABns-
eTcsa pedkon MyTauumen, HeCMOTPS Ha TO, YTO nonynsaumsa umena 6bl 3Ha4Yw-
TenbHO 6oNbLUY CpeaHo NPUCNOCOBNEHHOCTL, ecnu Gbl Npon3oLuna ouk-
cauusa annenu C.

OpHako, ecnu annens C NPOHWKHET B MONYNALMIO, HAXOOALWYOCSA B COC-
TOSHWUU paBHOBeCUS Mexay A 1 S, B 3aMeTHbIX KONMYecTBax 3a cHeT MurpaLmnn
ocoben n3BHe, TO TPeTU YneH ypaBHeHust 23 6yaeT BHOCUTL Boree CyLlecTBeH-
HbIN BKNaA 1 yBENUYUT MapruHarnbHyto npucnocobneHHocts C. Torga vacTtota
3TOW annenu B pesynbTaTte AencTBus oTbopa byaeT HeyMonumo Bo3pacTatb
BNMOTb A0 ee pukcaumm B reHodoHae (pe=1.0).

Bce 310 nokasbiBaeT, HACKONbKO ManoBepoOSTHLIM SABMSETCH BO3HUKHOBE-
HVe TpexannenbHoro nonumopdunama no nokycy rnobuHa B pesynsTtate gen-
cTBusa 6anaHcupytowero otéopa. Npeanaraemast Mogens NO3BONseT UCCreao-
BaTb JaHHYyl0 npobnemy 6onee noapobHo.

MpakTnyeckas pa6oTa ¢ mogenbto

lMosicHeHus1 kK OKHy eso0a napamempoe modesu

Which plot do you want to view? — Kakyro duazpammy ebl xomume sudemsp?
Mepemewan kypcop, Bblbepute anarpammy (nogpobHee CM. Huxe),
KOTOPYHO Bbl XOTenu Obl yBUAETL B NEPBYIO 0Yepenb.

3atem HeobxoaoMMo BbibpaTb Heobxoaumoe AN MOAENUPOBAHMSA YUCIIO
annernen 1 BBECTU 3HAYEHMS1 HEOOXOANMbIX NapamMeTPOB B NMOMELLEH-
HYI0 HWXXe Tabnuuy, B KOTOPOWM MMEKOTCSA CreaytoLme KOMOHKM:

Allele —MopsagkoBbIi HOMep annenu (MoAenb No3BosisieT UCNONb30BaTh A0

6 annenen).
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Use — Hannuve cumeona “'” osHauaer, uto aaHHas annens ncnornb3yeTcs

B MOZENUPOBaHWM; 41151 TOrO, YTOObI BCTAaBUTbL UMW yOpaTh 3TOT CUMBOIT,
Heo6Xx0QUMO YCTaHOBUTb Kypcop Ha 3TO MECTO U HaxaTb <Enter>.
Plot — Hanunune cumBona “'” o3HavaeT, 4To AaHHasi annenb OyaeT BkoYe-

Ha B ABE TPEXMEPHbIE AnarpamMmmbl, NoKasbiBaloLLMe pe3ynbTaTbl MOAE-
NMpoBaHuA (CM. HWXe); ANS Toro, 4YTobbl BCTaBUTb Unu ybpatb 3T0T
CUMMBOJ, HEOBXOAMMO YCTAHOBUTb KypCcOp Ha STO MECTO M HaxaTb
<Enter> (umeliTe B BMAY, YTO Bbl MOXETE BKIMOYMTE TOMNBKO TPY anmnenw,

MHaye TpexmepHble auarpaMmmbl He ByayT OOCTYMHBbI).

Initial Frequency — NcxogHas vyactota annenwu (nobble 3HadyeHus ot 0 o
1, ogHaKko B CymMMe BCe YacTOTbl AOMXHbI 06s3aTenbHO cocTaBnaTb 1).
Ecnu Bbl He BbIMNOMHMTE 3TO yCNoBWe, Nporpamma CamMoCTOSITENbHO
BBeAET HeobXoaAMMble KOPPEKTMBBI.

Genotypic Fitness Matrix (Wij) — MaTpuua npncnocobneHHOCTEN reHOTUMOB
(Wij) — BeeanTe npmcnocobneHHOCTM pasnnyHbIX FEHOTUMNOB; MOXHO
ncnonb3oBaTh Kak abContoTHbIE MPUCNOCOBNEHHOCTH, T.€. Nobble Ynucna
ot 0 g0 108, Tak 1 OTHOCUTESbHbIE MPUCMOCOBNEHHOCTU, T.€. Ynucna oT
0 po 1 (npw 3TOM NO KpalHeW Mepe OAMH U3 FTEHOTUMOB OOIDKEH MMETb
nNpucnocobneHHOCTb, paBHY eaUHULE); Bbl JOMKHbI 3aMOSHWUTL TOMBKO
MOMOBMHY MaTpULLbl— BTOpas NofioBuHa byaeT 3anoniHeHa aBToMaTnyec-
KM, MOCKOIbKY COOEPXUT T XKe 3Ha4YeHus.

How many generations do you want to simulate? — CKofibKo rnokoneHud 8bl
xomume ripomodenupogamse? o ymon4yaxuto coctasnset 100 (makcu-
MarnbHoe 3HayeHune — 10000).

MosicHeHus1 kK OKHY ebie0da pe3yibmamoe MoOeupoeaHusl
Mporpamma npeacTaBnseT pesynbTaThl CBoei paboTbl B BuAe Tpex
AvarpaMm, KOTopble MOXHO Bbl3blBaTb NoodepeaHo, Haxumasn <Space Bar>:

p vs t — rpadukn N3MeHeHMs1 OXXMOaEMbIX YaCTOT BCEX anmnenen ot nokone-
HUS K MOKONEHUIO.

p VS p — TpexmepHas guarpamma, Ha KOTOpOW Kaxkaas U3 Tpex koopauHat
COOTBETCTBYET YacToTe OOHOW U3 annenen; Kaxnas Toyka B 3TOM
TPEXMEPHOM NPOCTPaAHCTBE COOTBETCTBYET ONpeaeneHHOMY COYETaHNIO
YacToT 3TMX annenen B reHodoHAe nonynsauuMu; Ha Juarpamme
nsobpaxeHa TpexmepHas TpaeKkTopusi, NpovaeHHas nonyndauven B
TeyeHrne MoaenupyemMoro Ymcna nokoneHun, a Takke ee NpoeKkLmMm Ha
TpUW KOOpAUHaTHbIE NIOCKOCTY; 3Ta Anarpamma yaobHa ans nposeae-
HUA “aHanms3a cTabunbHOCTU”, T.€. NPOCNEXNUBAHUSA BO3MOXXHbIX TPaeK-
TOPUIA, HAYNHAIOLNXCS OT pa3HbIX UCXOAHbLIX TOYEK.

De Finetti — Tak HasbiBaemass guarpamma [e PuHETTH, KOTOpas Takxe
n3obpakaeT TPeXMepHbIN NPOLLECC, HO HA OAHOW MNITOCKOCTU; 4YacToTbl
Tpex annenen oTnoXeHbl Ha COOTBETCTBYIOLL X CTOPOHAX TPEyronbHuKa
N Kaxkgasi Touka BHYTPU HEro COOTBETCTBYeT OonpefeneHHoMy code-
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TaHWIO YacToT; Ha guarpaMme nsobpaxkeHa TpaekTopusi, NpornaeHHas
nonynsaumen B Te4eHne MoaenupyemMoro vymucna nokoneHun; aTa guar-
pamMma ocobeHHo ygobHa aAnst npoBeAeHus “aHanusa ctabunbHocTn”,
T.€. npocnexumBaHnAa BO3MOXHbIX TpaeKTopvuZ, Ha4YMHaKLWMXcAa OT
pa3HbIX NCXOOHbIX TOYEK.

B BepxHel 4yacTu akpaHa nporpamMmma BbIBOAUT UCXOAHbIE 3HAYEHUA BCEX

napameTpoB.

UccnedoeaHue modenu

HayHuTe nuccnegoBaHume MoAenu ¢ napameTpamu, YCTaHOBMEHHBIMU MO
ymon4yaHuio. OHM mogenupytoT obCcyxaaBLIMNCS Bbile npumMep C Tpemsi
annensiMmm B nokyce rnobuHa yenoseka (Hymepauus annenen: 1 — A, 2 — S,
3 — C). YacToTbl annenen n npucnocobreHHOCTN reHOTUMOB COOTBETCTBYHOT
npvBeAeHHbIM B Tabnuue ycpeaHEeHHbIM aHHbIM, NOTyYeHHbIM MyTEM Uccrne-
JoBaHusa 72 nonynaumm Yenoeeka B 3anagHon Adpuke.

1. 3anyctute Mogenb M BHAMATENBHO paCCMOTPUTE NOMyYEHHbIE Anarpam-
Mbl. OBBACHUTE, NOYEMY NPOUCXOOAT UMEHHO Takne n3MeHeHnsa reHodoHaa
nonynaumMm?

2. Viccnepyvite cuTyaumto, korga B nonynsauumn, roMoO3nroTHoM No anmnenu
ONKOro Tvna A, B 0O4eHb HEDONBLLOM KONMMYECTBE NOSIBNAETCH B pe3ynbrarte
MyTauui (Unu NpoHuKaeT u3 Apyrux nonynsuuin) annens Swnu C. icnonb3yn-
Te AN 3TOro camyo MMHMMAarnbHY AOMNYCTUMYKO B MOAENWU YacToTy MyTaH-
THow annenu — 0.001 (B cnyyae ¢ annensto C notpebyeTtcs 6onee 2000 noko-
neHn onga JoCTUXKeHUs paBHoBecus). NoyeMy B NnepBoM criyyae BO3HMKaeT
YCTONYMBLIN NonMMopdun3m, a BO BTOPOM HeT? KakoBbl YacToThbl annenemn B
crnyyae paBHoBecust mexagy Aun S ?

3. Tenepb uccnenynTe cuTyauuio, Koraa B NoNynsaumio, HaxoasLlyca B
COCTOSIHUM paBHoBecUs Mexay A n S, B o4eHb HEDOMbLLIOM KonnyecTse npo-
HukaeT annens C. lnsa 3Toro Mcnonb3ymnTe TOMbKO YTO onpeaeneHHble paBHO-
BeCHble YacToTbl A 1 S, a yactoTy annenu CysenuunsanTe nocteneHHo: 0.01,
0.05, 0.06, 0.07, 0.08. Kak nameHsieTcsa pesynbTat npu yBenmyeHum 4actoTbl?
MonpobyriTe HaMTK Takyro 4acToTy, NMPU KOTOPOWN BO3HMKMNO Obl paBHOBECUE
Mexay Tpems annenamu. Kak Bel AfymaeTte, BO3MOXHO N Takoe paBHOBeECUE
n 6yaeTt nn oHO YyCTONYMBLIM?

4. VNiccnepynTte cutyauuio ¢ TpeMst annensaMmu (MCnonb3ynte Ans 31oro
napameTpbl, YCTAHOBIEHHbIE NO YMOMYaHMIo) C MOMOLLbIO PYHKUMKN “AHann3
cTabunbHocTW” Ha anarpamme [le duHeTTn. MNonpobyiTe HaNTU TOYKY BO3MOX-
HOro paBHOBECUSA 419 CUCTEMbI U3 Tpex annenen. Yem Bbl MoxeTe 06 bACHUTb
HEeyCTONYMBOCTb JAaHHOW CUCTEMbI?

MpounTtarite elle pa3 TEKCT NOSICHEHUA K JaHHOW Modenu u copmynu-

py|7|Te OCHOBHO€ YycClioBue BO3HMKHOBEHMA paBHOBECUA B MHOroanneflbHOM
NoKyce. Tenepb nop,6epMTe Takmne 3Ha4yeHunq I'IpI/ICI'IOCO6J'|eH HOCTEN reHOTMNOB,
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L'IT06bI paBHOBeCHaFI CI/ITyaLI,I/IH BO3HUKAla B CUCTEME Tpex, L-IeTpreX, NATU U
LLecTn annenemn.

4. OT60p NO NOKycy, cuensieHHoMy ¢ X-XpoMOCOMOM
(Selection on an X-Linked Locus)

[aHHas moaenb nokasbiBaeT, kak M3MEHATCA nog aenctemeM oTbopa
YacToTbl annenen B NoKyce, pacrnonioXxXeHHOM B X-xpoMmocome. Ecnu B Takom
nokyce nmeetca aee annenm — X u X, TO BO3MOXHbI NsiTb FTEHOTUMNOB — TPU Y
romorameTHoOro nosna (06bl4HO camku): XX, XX 1 xx; N ABa y reTeporameTHOro
nona (o0bbi4HO camupl): XY n xY. lMporpamma oTcnexveaeT QUHAMUKKY YacToTbl
annenu X oTAeNbHO Y cCaMOoK 1 CaML0B.

OT00op No NoKycy, CuenneHHOMY C MOSIOBOM XPOMOCOMOM OTNMYaeTcs oT
0oTOOpa No ayTOCOMHOMY JTOKYyCY CrneaytoLwmMMmn 0COBEHHOCTSMU:

1. Bo3HUKHOBeHUE 3amyxarouux KonebaHul (ocyunnsyul) YacToT anne-
nen B TeX crydasx, Korga 3T 4acToTbl M3HaYalbHO pasfnyHbl y CaMoK U
camMuoB. [1pn oTOope No ayTOCOMHOMY FTOKYCY NoA06HbIE OCUMNNALUKN HUKOTAa
He BO3HMKaT. [lapameTpbl, YCTaHOBMEHHbIE MO YMOMYaHWIO, Kak pas
UNNICTPUPYOT BO3HMKHOBEHWE OCUMNNALUMIA. 3ameTbTe, YTO YacToThbl ane-
new y 06omx NosfoB B KOHLIE KOHLOB CTAHOBATCSI O4MHAKOBbLIMMU.

2. leHemuyeckul nonumopghu3m, nogaepxmBaemMbii eCTECTBEHHLIM OTOO-
POM MOXET BO3HMKaTb HE TOMbKO B Cryvyae NpeuMMyLLecTBa reTepo3uroT, Kak
npv oTbope No ayToCOMHOMY FOKYCY, HO 1 B pe3ynbTaTe pa3HOHanpaBneHHoro
oTbopa cpeau camok U camuoB, TO-€CTb Koraa AaHHas annenb rnoBbiaeT
npucnocobneHHocTb ocoben ofHOro nona, HO MOHWXaeT ee Yy ocoben
NPOTMBOMOMOXHOro nona.

MpakTnyeckas pa6oTa ¢ mogenbto

lMosicHeHus1 kK OKHy eso0a napamempoe modesu

Please enter the following values for the fitnesses of each genotype —
lNoxanyticma, sgedume cnedyroujue 3Ha4eHUs rnpucrnocobrieHHocmel
Kaxdo20 eeHomurna — Tpex TUNOB CaMOK M ABYX TUMOB caMLoB: WXX,
wXXx, wxx, WXY 1 wxY. Ucnonb3yiTte nobble 3Ha4eHUs B MHTepBare oT
0 go 1, Ho 04HO U3 HNX 0Bs3aTenbHO JOIMKHO BbITb paBHbIM 1. o ymo-
N4YaHuIo BCE NPUCNOCOBNEHHOCTU MMEIOT 3HaYeHue 1, YTo moaenupyeT
CMTyauumIo NOSTHOTro OTCYTCTBMS 0TOOpa, KOr4a OCLUNIIS LMY ansenbHbIX
4acTOT MOTYT NPOSIBMSATLCS B YACTOM BUAE.

p (females) — HavyanbHasa YacTtoTta annenu Xy camok.

p (males) - HavanbHas YactoTa annenu Xy camLoB.
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3TN YacToTbl MOTyT NPUHUMAaTL Ntobble 3HaYeHns B nHTepane ot 0 go 1.
Ecnu Bbl XOTUTE yBMOETb OCUMMANALMUM, TO 3TU 3HAYEHMUS OOMKHbI ObiTb
pasnuyHbiMu. Mo ymonyaHuio Mcnonb3oBaHbl 3HavyeHus 0 1 1, NoCKomnbKy
OHW AaloT HanbornbLUy0 aMnNUTYAy OCLMINSALUNA.

How many generations would you like to run? — CKonbKO MOKoneHuUl 8bl
xomenu 6bl npomodenupogams? BbelOOp 3TOro 3Ha4YeHnss 3aBUCUT OT
TOro, Kakyl 3agadvy Bbl cObUpaeTech peLnTb C MOMOLLbI0 MOAENM.
Ecnv Bbl X0TUTE NccneqoBaTh XxapakTep OCUMINALUNIA annenbHbIX Yac-
TOT, TO cnegyeTt ucnomnb3oBatb He 6onee 20 NOKONEHWUN, MOCKOMbKY
OCLMIIIALMN 3aTyXaloT O4eHb ObICTPO. Ecnmke Bbl cobupaeTeck nccne-
[oBaTb YCINOBUSI MOAAEPXKaHWUS YCTOWYMBOrO nonuMmopdgusma, TO
BBeauTe bonbLee Yncno (>100). Hackonbko OHO AOMKHO BObITb BENWKO
— 3aBUCKUT OT CuUJSbl 0TOopa.

lMosicHeHuUs1 K OKHY eble00da pe3yJsibmamoe ModeslupoeaHus

lMocne BBOga Bcex napameTpoB M Haxatua Ha <Enter> nporpamma
BbIBOANUT rpaduk AMHaMUKM YacToT annenu X pasgensHo Y caMoK U camLoB
OT NOKOMEHUs K NokoneHuto. B BepxHen yacTtn akpaHa nporpammMa BbIBOAUT
BEMWYMHBI UCXOOHbIX NapameTpoB.

UccnedoeaHue modenu

[ns Toro, 4To6bl NO3HAKOMUTLCS CO BCEMM BO3MOXHbIMMK ¢hopmamMu noee-
OeHns moaenu, nccrneoynte crneayoline BapuaHThbl:

1. Ocyunnayuu 6e3 ombopa (WXX = wXx = wxx=wXY=wxY =1). Ucnonb-
3y4 pasnnyHble 3Ha4YeHUs UCXOOHbIX YacTOT, OTBETbTE Ha CneaytoLLne Bonpo-
cbl: Novemy BoobLLe BO3HMKAOT ocuunnaumnm? o kakow NpuyYnHe OHW 3aTy-
xatoT? Yem onpefnenseTtca paBHoBeCHasi Yactota annenn? lNoyemy oHa He
paBHa cpeaHeMy Mexay HavanbHbIMU YacToTamu? Kak ee paccumTtaTb?

2. Ocyunnayuu fpu Hanuyuu HanpaeieHHo20 ombopa. cnonb3ys pasnuy-
Hble 3Ha4YeHNs UCXOOHbIX YacTOT, NONbITANTECH BbISICHUTb, BIUSET NN UHTEH-
CMBHOCTb 0TBopa (MpoTuB X uUnun x) Ha CKOPOCTb 3aTyXaHWUs OCUMUNNALUMA?

3. Yemolivuensit nonumopghu3m Ha ocHoge pasHoHarpasieHHo2o0 ombéopa.
[ns mogenvpoBaHust 3ToM cuUTyaL MM HeobxoaMmo, YTOObI NPUCNOCOBNEHHOCTb
X 6blna pasnnyHon y caMok 1 camuoB, Hanpumep WXX = 1, wXx = 0.8, wxx =
0.6, wXY= 0.6, wxY = 1. lNocTaparitecb onpeaennTb, Kak BNUAIOT 3Ha4YEeHUS
npucnocobneHHocTen Ha paBHOBECHbIE YacToThbl annenu X?

4. Ycmodduebili  nonumopghusm, onpedensembil npeumyuiecmeaom
eemeposuzom. Ana mMoaenvpoBaHus 3TOW cuTyauun Heobxoaumo, 4TOObl
nNpUcnocobneHHoOCTb reTepo3nroTbl Xx Obiia MakcumanbHOW, T.e. paBHOM
e[VHu1LEe; OCTarnbHble NPUCNOCOBNEHHOCTU MOTYT ObITh NM06bIMK. [MonpobynTe
onpeaenuTb, Kak BNUAIOT 3HA4YEeHMst NPUCNocobneHHOCTeN BCEX 3TUX FEHOTU-
MoB Ha paBHOBECHbIE YacToThbl annenu X ? Novyemy B COCTOAHMM paBHOBECUS
YacTtoTbl annenu X MoryT ObITb PasnMYHbIMU Y CaMOK U CaML0B?
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Wcnonbaynte yHkumnto F4, 4Tobbl BCeraa BuaeTb Ha akpaHe pesyrnbTaThl

npeaLwecTByoWero LMkna moaenvposaHus. Mcnonb3yinte Takke dyHKUUU
“Zoom” n “KoopanHaTHas ceTka”.

5. ApanTuBHble naHawad Tol
(Adaptive Landscapes)

PaccmoTpeHHas Hamu Beie Mogenb 0TOopa No 04HOMY FTOKYCY NoKa3biBa-
€T, YTO eCnu BENNYMHbI NPUCNOCOBNIEHHOCTEN FEHOTUMOB HEU3MEHHbI, TO MPU
NGbIX HaYanbHbIX YCNOBUAX €CTECTBEHHbIV OTOOP OyaeT U3MEHATb YaCTOThl
annenen TakMMm obpa3oMm, YTO CpeaHsis MpPMCNocobneHHOCTb MonynsAuuun
BCerga Bo3pacTtaeT OT MOKOMNEeHUs K nokoneHuto. MoXHo ckasaTtb, YTO rnomny-
naums noa oencTenem otbopa Bcerga nogHMMaeTcs Ha “aganTUBHbIN MUK, HO
HUKOrAa He CrycKaeTcs C Hero B “aganTuBHbIE OOSNUHbI”. _

Takum obpasom, cpegHss NpUcnocobNeHHOCTb Nonynauun W siBnsieTcs
dyHKUMEN annenbHbIX YacToT. B 4acTHOCTU, ecnu 3UroTbl HOBOIO NMOKOMEHNA
obpasoBanucbk B COOTBETCTBUM C paBHOBeceM Xapan-BanHbepra, To cpeaHss
NpMcnocobneHHOCTb FrEHOTMMNOB B NOMYNSLMM COCTaBMSET:

W = p*Wp + 2PQWp, + OGP W, (24)
ECJ'II/I Mbl 6y,u,eM N3MepAaTb I'IpI/ICI'IOCO6J'|eH HOCTb OTHOCUTENbHO Hal/|6onee
I'IpI/ICI'IOCO6J'|eH HOro reHoTuna, gJj1a KOToporo no onpeaeneHnio w = WmaX =1 , TO
Mbl MOXeM npeacTtaBuTb ce6e cpeaHtto I'IpI/ICI'IOCO6J'|eH HOCTb I'IOI'IyJ'Iﬂ LN KaK

OO0 3UroT, BbPKMBAIOLLMX B NOMyNsALMM B npoLiecce oTbopa.
Mockonbky q = 1-p, TO y  S9BNSETCH KBagpaTudeckon yHKumMen p (Mnu

q). 31O O3Ha4vaeT, 4YTO ee rpaduk Bceraa BbINyKMbIN 1 OyaeT MMeTb Mo
KparHen mepe_OoavH MakCUMyM U OOMH MUHUMYM. VIMEHHO Takow rpadumk
3aBMCUMOCTM W OT 4acCTOThbl OQHON U3 annernen nokyca NpUHATO HasbiBaTb
adarnmueHbIM UNW 380/1I0UUOHHbBIM naHOwagmom. OH nokasbiBaeT BEMUUYUHY
cpenHen NpucnocobneHHOCTN MONYNs LU NPU BCEX BO3MOXHbIX BapuaHTax ee
reHOTMNUYECKOro cocTaBa no AaHHOMY FOKYCY.

Cbtoan Pant (Sewall Wright) nokasan, 4to otbop no ogHoOMy IOKyCy
onucblBaeT cneaytollee obliee ypaBHeHUE:

pp = P4 dw (25)
w dp

roe Ap — 37O M3MEHeHWe 4acToTbl annenu A 3a ogHo nokoneHue. MNepebii
YneH 3TOro ypaBHEHUS Bcerga norioxXuTeneH, U crnegoBaTenbHO, 3Hak Ap
3aBMCUT TONbKO OT BTOPOrO €ro YrieHa.
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Ecnu 3HavyeHne Npon3BogHON NONOXMTENBHO, TO Ap Takke 6onbLue Hyns,
a 9TO 03HavaeT, YTO Kak YyacTtoTa annenu A , Tak U cpegHsis npnucnocob-
NEHHOCTb NonynALuuK, Takke BodpactaloT. C Apyron CTOPOHBI, Koraap yMeHb-
waetcs u Ap oTpuuaTtenbHo, 3HavyeHne dw Bce paBHO 6onblue Hyns. Takum
obpasom, npu gencteum otbopa cpeaHas NpUcnocobneHHOCTb NOMynsALmMm
BCerga Bo3pacTaeT OT MOKONEHNS K MOKONEHMIO.

BTopow BaxHbIN BbIBOA, CrieayoLwMn 13 ypaBHeHus PaiTta, 3aknioyaeTtcs
B TOM, YTO paBHOBeECUE B pe3ynbTaTe 0TOopa MOXET OblTb AOCTUIHYTO TOMLKO
B OAHOWN U3 KPUTUYECKMUX TOMEK — MMHUMYMa UK Makcumyma w . Npu atom Ap
=0, T.e. He NPOUCXOANT N3MEHEHMIN annenbHblX YacToT. [NogobHasa cuTyaums
BO3MOXHa B TPeX Cryyasx:

1) p=0 — npu 3TOM reHeTU4eCKkas N3MEHYMBOCTb B FIOKYCE OTCYTCTBYET;
2) q=0 — npu 3TOM reHeTMyeckast UBMEHUYMBOCTL B JTIOKyCE OTCYTCTBYET;

3)dw /dp=0 — npw aTOM CpeaHsist NPUCNOCOBNEHHOCTb NONyNsiLMa Nn6o
MakcuMmarnbHa nMbo MUHUMArbHa.
WTak, paBHOBECHbIE COCTOSIHUSI BO3MOXHbI Kak MpyY MakCUMaribHOW, Tak U

npy MUWHMManbHOW BENWYMHE CpeaHen MNpUCNOCOBNEHHOCTM MONynsLUUn.
OpHako, NuLb B NEPBOM Crly4ae 3TO paBHOBECKE OKa3bIBAETCS YCTONYMBLIM,
T.€. UMEHHO OHO npeacTaBnsaeT cobon aganTUBHBIN MUK, NPUTATMBAOLLMIA 1
yoepxuBarowmnn nonynauuio. XopoLwo U3BecTHas cutyaumsa npeBocxoncTaa
reTepo3uroT sIBNsieTCa Kak pa3 npMMepoM NogobHOro yCToM4MBOro paBHoOBe-
cna. MnHumansHoe 3HadeHne cpegHen npucnocobneHHoCcTn npeacrasnsieT
cobol HeyCTOMUYMBYIO TOUYKY paBHOBECUS, OT KOTOPOW nonynaumsa 6yaet yaa-
NATbCS Npy NOOGOM Cry4YarHOM OTKMOHEHUU annenbHbIX YacToT. [Npumepom
TaKoro HeyCTOM4YMBOro paBHOBECUSI MOXET ObITb CUTYaLUsi, B KOTOPOW reTepo-
3UroThbl UMEIOT HaUMEHBLLYO NPUCNOCOBNEHHOCTb.

MpakTnyeckas pa6oTa ¢ mogenbto

lMosicHeHus1 kK OKHy eso0a napamempoe modesu

Enter a relative fitness for each genotype — Beedume 3Ha4yeHUe omHocumersib-
Hol npucnocobneHHocmu 0518 kaxdozo eeHomuna: wWAA, wAa, waa.
Mo>xHO ncnonb3oBath Nodble 3HavyeHnst oT 0 4o 1, HO BENMYMHY W Ans
Hanbonee nNpUcnocobneHHOro reHoTnna cnegyeT YCTaHOBUTL PaBHOM
efvHu1Le; reHoTun ¢ npucnocobneHHocTbio 0.25 octaBnsieT B 4 pasa
MeHbLLIE NOTOMKOB, YeM Hanbonee NpUcnocobneHHbIN, a Npu Hynesowm
OTHOCUTENBHOW NPUCNOCOGIEHHOCTM MOTOMKOB He OyAeT CoBceMm
(neTanbHoCTb MK nonHoe Becnnoaue).

How many generations do you want to simulate? — CkonbKo nokoseHul bl
xomume npomodenupogame? Mo ymonyaHuto coctasnget 20. B

25



3aBMCUMOCTU OT cuibl oTObopa BaM MoxeT noTpebosaTtbcs ot 10 go
1000 nokoneHun (MakcumanbHoe 3HaveHne — 10000).

Set an initial frequency (p) for the “A” allele — Beedume HayarnbHyto 4acmomy
(p) annenu A. MoxeT BapbupoBaTb oT 0 go 1.

lMosicHeHUs1 K OKHY eble00da pe3yJsibmamoe ModeslupoeaHus

HdaHHas mogenb npeactaBnsieT pesynbTaTtbl CBOeW paboThbl B BUAE TOMbKO
OfHOW guarpammbl — rpaduka 3aBMCMMOCTU cpegHen NpUCnocobneHHOCTH
nonynsauMm oT YactoTel annenu A (aganTMBHbIN NangwadT), Ha KOTOPOM
KpacHbLIMW TOYKaMM MoKa3aHo M3MEHEHME MooXeHUs Nonynsauuu B pedynbTa-
Te oTOOpa OT MOKOMNEeHUs K NOKONeHno. B BepxHen YyacTn akpaHa nporpaMmma
BbIBOAMT UCXOAHbIE 3HAYEHWS NpUCnocobneHHOCTen reHoTUMNOB.

UccnedoeaHue modenu

Ons Toro, 4yTobbl AencTemne otbopa Ha nonynaumio ctano bonee Harnag-
HbIM, Mbl peKOMeHAyeM BKINIOYUTL PYHKLMIO MeaNeHHOW NPOpUCOBKM rpadu-
koB <Alt-F>. B aTom cny4yae Bbl OyaeTte Habnogatb nepemeLyeHve nonynsumm
no aganTUBHOMY NaHnAawadTy, OTMEYEHHOE KpaCHbIMM TOYKaMU, Npuyem oyayTt
XOPOLUO 3aMETHbl MOCTEMNEHHbIE N3MEHEHUS CKOPOCTM 3TOrO NepemMeLLeHus,
T.€. TEMNA MUKPOIBOMIOLMNOHHBIX M3MEHEHUIA.

Vcnonb3ynTte ons MoaenvpoBaHus ABe OCHOBHbIE CUTYaLUN:

1. MNpeumywecmeo 2emepo3uzom (wAa = 1). AganTuBHbIM NaHgwadgT
nMeeT OaMH YCTONYMBbLIV MakCUMyM (aganTUBHbLIN NMUK) U ABA MUHUMYMa NPUC-
nocobneHHocTn. OnpeaennTte, KakuMm o6pa3om Ha NoNoXKeHne 1 BbICOTY (T.€e.
MaKCMManbHy NpUCNoco6neHHOCTb NOoNynsauuun) aToro aganTMBHOMO nuka
BNUAIOT BEMNYMHbLI TPpUCNOcobneHHoCcTH romo3uroT — WAA 1 waa? Onpegenuv-
Te, Kak U3MEHSAEeTCs CKOPOCTb MUKPOIBOMOLIMM NPU ABMXXEHUN NONYASLUN MO
aganTtueHomy naHawadTy? Koraa oHa MakcMmanbsHa 1 Koraa MuHuMmansHa?

2. HedocmamoyHas npucriocobrieHHocmb e2emepo3uzom (wAa < 1).
ApanTvBHbIN NaHawadT MMeeT ABa MakCcuMyma 1 OAMH MUHUMYM, B KOTOPOM
paBHOBecue HeycTomumBo. Onpegenurte, KakuMm 006pa3oM BeNUYMHbI
nNpucnocobneHHoCcTen reHoTUNOB BNUAIOT Ha NOMNOXeEHWEe 1 rMyOuHy aganTums-
HOW JONMWHbI, T.€. TOYKN MUHUMYMa NPUCNOCOBNEHHOCTHN NONYNALNK, a Takke
Ha BbICOTY Ka»KO0ro 13 ABYyX aanTUBHBIX NMMKOB — MakCMMYMOB NPUCNOCOONeHHOC-
Tn? lNMocTapanTechb kak MOXHO TOYHEE onpeaennTb 3Ha4YeHne YacToTbl annenu
A B TOYKe paBHOBecus. Micnonb3yinTe Ans atoro oyHkummn “Zoom” u “Koopau-
HaTHasa ceTka”. YaaeTca nu 0obuTbCcs YCTOMYMBOrO paBHOBECKUS MONYyNsiLum
BaganTusHom gonuHe? Onpegenuvre, Kak U3BMeHAEeTCA CKOPOCTb MUKPOIBOIHO-
UUKX Npu OBMXKEHUU NONynsiuum no aganTueHomy naHawadTy? Koraa oHa
MakcuMManbHa 1 Korga MUHUMarnbHa?
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6. OT60p NO ABYM rfoKycam
(Selection on Two Loci)

[aHHas nporpamma MogenupyeT cuTyaumio 0gHOBpeMEHHOro otbopa no
OBYM NOKyCaM, KaXabll N3 KOTOPbIX OKa3blBaeT BNNAHME HA NPUCNOCOONEH-
HOCTb reHoTuna. o cpaBHEHMIO C OTEOPOM MO OAHOMY FTOKYCY 3TO 3Ha4YUTENb-
HO 6onee CNoXHbIA 1 MHOrOBapUaHTHbIN NPOoLEece, pe3ynbTaThl KOTOPOro 3aBu-
CAIT HE TONbKO OT BIUSAHMS Ha NMPUCNOCOBNEHHOCTb OTAENbHbIX anfnenen, Ho
N OT HanMuus cuenseHns Mexay Jlokycamm 1 OT XxapakTepa B3anmMogencrans
MeXay HaxoAsILMMUCS B HUX reHamu.

MpeanonoXxum, 4YTo B KaXXaOM U3 ABYX JTOKYCOB €CTb MO ABe annenm—Au
a B nepsom u B n b Bo BTopoM. Torga B nonynsauuu 6yayT BCTpedaTbCcs Xpo-
MOCOMbI YETbIPEX TUMOB U, COOTBETCTBEHHO, 0OPa30BbLIBATLCA YeThIpe TMNa
rameT: AB, Ab, aB n ab. O603Hau4MM X 4acTOTbl B raMeTHOM Nyre Kak gog, Jo1,
910> 911, COOTBETCTBEHHO. ECniv paccmaTprBaeMble NOKYCbl HE CLEeNneHbl, T.e.
HaxoOsITCs B pa3HbIX XpOMOCOMaXx, a YacToTbl BCEX annenen B reHodoHae
oavHakoBbl 1 paBHbl 0.5, TO BCe YeTbipe TuNa raMeT NOSBMASIOTCS C PaBHOM
BEPOSATHOCTBLIO: Jgo = Jo1 = G410 = 944 = 0.25, T.e. HabnogaeTca pasgHogecue rno
cyenneHuro. B aTol cutyaumm otbop gencTByeT Ha oba nokyca COBEPLUEHHO
He3aBNCUMO.

Ecnu xe nokycbl HAXogaTCs B O4HON XPOMOCOME, TO OHM ByayT B TON nnu
MHon Mepe cuenneHbl. Cyuna aToro cuenneHns onpenensaeTcs YacToTom Kpoc-
CYHroBepa Mexay AaHHbIMU FIOKycaMu, KOTopyto obo3HavalT byksor R u
HasblBalOT TakKke 4acToTol pekomOuHaumm. R moxeT BapbupoBaTb oT 0
(abcontoTHOE cuenneHue, oTCyTCTBUE KpoccuHroepa) no 0.5 (oTcyTtcTBUE
cLenneHus, nornHasa He3aBMCMMOCTb B HacneaoBaHUN JIOKYCOB).

B naHHOM cuTyaumm MoxXeT BO3HUKaTb HepasHO8eCHOCMb 10 CUENIEHU!0,
O551 KONMMYECTBEHHOM OLIEHKN KOTOPOW UCMONb3YT KOIhUUUEHM HEPABHO-
8€CHOCMU 10 CUENIEHUIO:

D = (oo * 911) — (Jo1 * G1o) (26)

3HayeHne D moxeT BapbupoBaTb OT 0.25 (nonHas HepaBHOBECHOCTb, OCOOU
NPOAYUMPYIOT TOMBbKO rameTbl gy, U g4 C YacToTamm 0.5) go -0.25 (nonHas
HepaBHOBECHOCTb, 0COBY NPOAYLIMPYIOT TOMbKO raMeThbl ggq U g4 C YacToOTaMu
0.5). Npwn D = 0 HabntogaeTcs NonHoe paBHOBECKE NO CLUENNEHMIO, T.€. rame-
Tbl 0BpasyloTcsa Tak, kak OyaATo MOKyCbl HAXOOATCH B pasHbIX XpOMOCOMaXx.
Takoe e 3HayeHue npuHumaeT D B Tex cnyyasx, koraa MMeeT MecTo MonHas
FOMO3UrOTHOCTb N0 060MM FOKyCaM, U NPOAYLIMPYHOTCA raMeThbl TONbKO OOHOro
N3 YeTbIpex BO3MOXHbIX TUMOB.

Mpu HanuMumu cuenneHus Mexay Nokycamm oTbop MOXET NpuMBOAUTL K
OYeHb MHTepeCHbIM pedynbTaTtaMm. [peanonoXuMm, YTo annenu B NepBOM fOKy-
Ce N3MEHAT npucnocobneHHocTb ocoben, Toraa Kak CUENMEeHHbIN C HUM
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BTOPOM NOKYC B Aa@HHbIX YCIOBUSX HE BIUSAET Ha NPUCMOCOGNEHHOCTb, T.€.
ABNSAETCS CeNneKTUBHO HenmTpanbHbIM. Torgaa oTbop no nepeomy rnokycy byaet
BNMATb TaKkKe Ha 4YacToTbl annenen BO BTOPOM. ITOT 3adpdeKkT HasbiBaloT
€co0m60opPOM, NNV aHIIIMNCKMM TEPMUHOM hitchhiking, 4To 03Ha4vaeT “nyTewec-
TBUE aBTOCTOMOM” (T.e. MepenBMKeHne 3a Yyxon cyeT). AddekT cooTbopa
OyoeT TeM 3ameTHee, YeM cunbHee cuenneHne mexay nokycamm. OH moxeT
NPMBOAWTL K UBMEHEHMIO YacTOT CeNneKkTUBHO HeNTparbHbIX annenen B reHo-
doHae nonynaumu.

B HekoTopbIX yCnoBMsiX OTOOP MO HECKONbKUM CLEMfeHHbIM foKycam
MOXeT MnpoTekaTb COBEpLUEHHO He3aBucumo. ITo HabniogaeTtcs B crydvae
addumueHOCMU BNUSHUSA 3TUX FOKYCOB Ha MPUCNOCOBNEHHOCTb, T.e. Korga
npmucnocobneHHocTb ocoben ¢ reHoTunom AABB — 3T0 NpocTo cymma achdek-
ToB reHoTuna AA nreHotuna BB. B cnyyae nonHown agantMeBHOCTH oTbop nget
no oboum nokycam aKTU4eCkn He3aBMCUMO, MPUBOAS K OOCTUXKEHWUIO
HEeKOTOPOro PaBHOBECHOIO COCTOSIHWS MO KaKOOMY M3 HWUX Tak, Kak OyaTo
OPYrux nokycos He cyulecTByeT. Elle oAHO BaXHOe CBOMCTBO aaaNTUBHOM
MOZEenu 3akrnoyaeTcs B TOM, 4YTO KoadhdpmumeHT D B npouecce otbopa Heuns-
BeXXHO AOCTUraeT Hyn4, T.e. YacToThbl annenen B 060Mx foKycax CTaHOBATCH
He3aBUCUMbIMU, JaXe eCNun nepBoHaYanbHO OHU OblNy CBSA3aHbI HECTTyYariHbIM
obpasom, T.e. MMena MecTo HepPaBHOBECHOCTb MO CLENNEHMI0. TOYHO Tak xe
D cTpemuTcs K HYNtO 1 B Criydae OTCYTCTBUSI OTOopa, T.e. MONHOW HeWTparb-
HOCTM NOKYCOB (3TOT BapuaHT paccMaTpvBaemMas Mogenb AEMOHCTPUPYET No
ymonyanuto). CkopocTb, ¢ koTopon D npubnuxaetcs K Hymo, 3aBUCUT OT
YyacToTbl pekoMmbuHaumm R.

OpHako Haubornee MHTeEpecHoOW siBnsieTcs cutyaumst HeaddumusHocmu
BNUSHMSA TOKYCOB Ha MPUCNOCOBNEHHOCTb. 3TO BO3MOXHO MPU HanuMuum
B3aUMHOrO BMUSHWUS reHOB — 3riucma3sa. Annenu ogHoro nokyca moryt nuéo
ycunveaTtb (peHoTUnnyeckoe NposiBNeHne annenen Apyroro rokyca, nuéo
noaaBnATb ero (Tak HasblBaeMble reHbl-MoaudUKaTopbl AKCMNPECCUBHOCTU U
AOMUHaHTHOCTM). [py Hanuuum anuctasa npoueccbl oTbopa CTaHOBSATCS
YpesBblYanHO CIIOXHbIMWU U MHOroBapuaHTHbIMU. KoadduumneHT D ganeko He
Bcerga bygeTt cTpeMmnTbes K Hymno. Bo3aMOXHO BO3HUKHOBEHWE HECKOSbKUX
paBHOBECHbIX COCTOSIHUIA (NonuMopduama), HeKoTopble 13 KOTopbIX 6yayT
YCTONYMBBLIMU, ApYrue Xe HeT. BO3HNKHOBEHME paBHOBECUS HEpPeaKo 3aBUCUT
oT Benu4uuHbl R. OBbIYHO cunbHBIN OTOOP MO HeaAAUTUBHLIM MPU3HAKaM npu
HebonbLINX 3Ha4YeHUAX R npuBoaANT K BO3HUKHOBEHMIO PAaBHOBECHbBIX COCTOS-
HWUI, B KOTOPbIX D OTNMYEH OT Hyns, YTO CBMAETENLCTBYET O BO3SHUKHOBEHUU
HepaBHOBECHOCTM MO cuenneHnto. MHbIMu cnosBamu oT6op co3gaeT ycTondu-
Bble KOMBWHaUMW annenen, kKoTopble paboTaloT U HacnegylTca BMecTe (Tak
HasblBaeMble cyrnepeeHbl), HECMOTPS Ha TO, YTO NPoLEeCcChl pekoMbuHaumm
CTPEMSATCH UX pa3beauHUTb.

28



MpakTnyeckas pa6ota ¢ mogenbto

lMosicHeHus1 K OKHYy ee0o0a napamempoe modesiu

Which output plot would you like? — Kakol epaghuk ebl xomume ygudemp?
Bbibepute ogHy 13 yeTblpex gmarpaMmm (CM. HUXe).

Please enter following values — BBeguTe 3HayeHns cneayoLmx napameTpoB:

PAB, PAb, PaB, Pab — nepBoHayanbHble 4acTOTbl raMeT YeTbipex TUMOB.
MoryT npuHumaTb ntobble 3HadeHns ot 0 o 1, ogHaKO B CyMME OHM
[OMKHbI 06583aTenbHO cocTaBnATb 1. ECnu Bbl HE BbINOMHUTE 3TO yCIno-
BWe, NporpaMMa CaMoCTOSITENIbHO BBEAET HEOOXOAUMbIE KOPPEKTUBSI.

R —vactoTta pekoMGuHaumMu Mexay nokycamu (3HaveHus mexay 0 n 0.5). R =
0 o3HavaeT nonHoe cuennenne, R = 0.5 — oTcyTcTBME CcUenneHus.

wAABB, wAaBB, waaBB n T.4. — 3HauyeHus npucnocobneHHocTen ocoben
AEBSITU BO3MOXHbIX rEHOTUNOB. 34€Cb MOXHO MCMOMb30BaTb KaK OTHO-
cuUTenbHYHo (T.e. 3HaYeHusa B uHTepeane ot 0 go 1), Tak n abconoTHyto
(nobble NonoxuTenbHbIE YMcna) NPUCNOCOBNEeHHOCTb.

How many generations do you want to run? — CKOMIbKO roKoneHud 8bl
xomume rnipomodenupogamse? o ymonyanuto — 30. Ymucno nokoneHun,
Heobxoaunmoe Anst AOCTUXKEHNS PAaBHOBECHOIO COCTOSIHUSI, 3aBUCUT B
OCHOBHOM OT cunbl oTbopa. Kak npaBuno, bbiBaeT 4OCTaTOYHO MeHee
100 nokoneHun (MakcumansHoe 3HadeHue — 2000).

lMosicHeHUs1 K OKHY 8blgo0a pe3ysibmamoe ModesluposaHus
Mporpamma npefcraBnsieT pesynbTaThbl CBOEW paboThl B BMAE YeThipex
anarpamm, KOTopble MOXHO BbI3blBaTb NOOYEPEHO, Haxumasa <Space Bar>:
Pvst — wunsameHeHWsa 4acToT rameT Bcex yeTblpex TUNOB (Pag, Paps Pas
P,,) OT NOKOMNEHUS K NOKOSEHWUIO.
pvst— W3MEeHeHWNs YacToT BCeX YeTbipex annenen (Pa, Pa, P Y Pp) OT
MOKOMEHUS K MOKONEHUIO.
D vst — rpaduk gMHamukun koadppumumeHTa HepaBHOBECHOCTH MO
cuenneHuio D Bo BpemeHW.
wbarvst — rpacouk U3MeHeHnst cpeaHern NPrcnocobneHHOCTU NonynsaLunm
OT NOKOMEHMUS K NMOKONEHUIO.
B BepxHen YacTu akpaHa nporpaMma BbIBOAUT UCXOOHbIE 3HAYEHUs NpUc-
nocobneHHocTen reHoTMNoB 1 ko3 dpuumneHtTos R u D.

UccnedoeaHue modenu

PekomeHayem HavaTb paboTy ¢ MoAenbo ¢ napaMeTpamu, yCTaHOBNEHHbI-
MM Mo ymonyaHuto. OHY MOAENUPYIOT CUTYaLMIO OTCYTCTBMSA oTGopa (npucno-
coBneHHOCTM BCeX FeHOTUMOB OAUHAKOBBbI) NPU M3Ha4YanbHo HebonbLLIOW Benu-
YuHe koadppuumenTa D = 0.05 1 no3BonAT yBUAETb NPOLECC AOCTUXKEHMUS
COCTOSIHUSI paBHOBECHOCTM MO cuenneHuto: D nocteneHHO npubnuxaeTtcs K
HYM0, @ YacToTbl raMeT CTabunuanpyloTcs 1M ganee He MeHaTca. YacToTsl
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annernemn n cpegHasa NpMcnocobneHHOCTb NONYNALUN NPU 3TOM MOCTOSHHbI,
MOCKONbKY OTOOP HE NMPOUCXOANT.

[Mocne aToro nocnegoBaTenbHO UCCreAynTe cnegylowme Tpu cutyaummn,
6onee nogpobHoe onncaHue KOTopbiX ObINIO NPMBEAEHO BhILE:

1. 3bgpexkmbi coombopa (hitchhiking) —BnnsHWe oTbopa Ha YacTOTbI HENT-
panbHbIX B OTHOLLEHMU NPMCNOCOBNEeHHOCTN annenen B Iokyce, cLeneHHoM
C APYrMM fIOKyCOM, MO KOTOpOMY naet oTbop. na MoaenupoBaHus 3TON CUTY-
auuun BBegmMTe, Hanpmumep, Takne BeNMYnHbI MPUCNocobneHHoCTeN reHOTUMNOB:

wAABB =1 wAaBB =0.9 waaBB =0.5
wAABb =1 wAaBb =0.9 waaBb=0.5
wWAADbD = 1 wAabb =0.9 waabb =0.5

OHu cBMOETENbCTBYIOT O HANU4YMKU 0TGopa No NepBOMY NOKYCY (annennAun a
NUMeIoT pasHble NPUCNocobNeHHOCTM NPU HEMONHOM AOMUHUPOBAHUN) N CENnek-
TMBHOW HENTPaNbHOCTM BTOPOro fiokyca. B aton cutyauum otbop Gnaronpum-
ATCTBYeT annenu A, 4to NnpMBOAUT K NOBbILLEHUIO YacToT rameT ABu Ab, n B
pesynbTate cooTbopa — K Bo3pacTaHuIo YacToTbl NMGo annenu B, nubo anne-
nun b, B 3aBUCUMOCTU OT UCXOAHbIX YaCTOT ramer.

3apaHue: onpegenvTe, Kak BMAOT Ha 3(EKTMBHOCTb COOTOHOpa NHTEH-
CMBHOCTb cenekuum (T.e. BeNMYNHbI IPUCNOCOBNeHHOCTeN reHOTUMOB), YacTo-
Ta pekoMbuHaumm 1 ncxogHas senuymHa koadpouumenta D (ee MOXHO nsme-
HSATb, Noabupas pasnu4yHble 3HaYeHUs NCXOAHbIX YacToT rameT)? YTo npownc-
X0auT, Koraa ucxogHas senuymHa D = 07 MNpur kakux ycnosmnsax cootbéop noa-
aepxuBaeT annenb B v npu kakmx —annens b ? MoxeT nv1 cooTbop NpuBecTu
K doukcaLmm ogHON U3 annenemn B CenekTMBHO HENTpPanbHOM foKyce, 1 eCnu
Aa, To npu Kakux ycrnosuax? Kak nameHseTcs npnucnocobreHHoCTb nonyns-
unn? Mouemy?

2. Ombop npu addumueHOCMU 8/1USIHUS JTOKYCO8 Ha NpuUcrnocobieHHoCMeb.
[na mogenupoBaHusa 3TOW cUTyauuu BBeAMTe, Hanpumep, Takne BenuynHbl
npucnocobneHHoCcTen reHoTUNoB:

wAABB =6 wAaBB =5 waaBB = 4
wAABDb = 4 wAaBb =3 waaBb = 2
wWAADbDb = 2 wAabb =1 waabb =0

B aTom npumepe npucnocobneHHOCTL ocober, 0bnagaoLwmx ToNbKO peLec-
CMBHbIMM anmnensmu, paBHa Hymto; 3aMeHa XXe Kaxxgon annenu a Ha A ysenu-
ymBaeT npucnocobneHHoCcTb Ha 1, a 3ameHa b Ha B — Ha 2; AOMUHMPOBaHNE
OTCYTCTBYET.
BTopoi npumep oTnuyaeTcss OT MepPBOro HanMyMem AOMUHUPOBAHUS B

obownx nokycax:

wAABB =6 wAaBB =6 waaBB =4

wAABb = 6 wAaBb = 6 waaBb =4

wAAbb = 2 wAabb = 2 waabb =0
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B TpeTbeM npuMepe MMeeT MECTO NMPENMYLLECTBO reTepPOo3nNroT, M3mepsie-
Moe BENnuYMHOI 1 ANs NepBoro nokyca v BENUYMHON 2 — Ansi BTOPOro:

wAABB =6 wAaBB =7 waaBB = 4
wAABDb = 8 wAaBb =9 waaBb = 6
WAADbDb = 2 wAabb = 3 waabb =0

Ecnu B nepBbIX ABYX NpMMepax NponcxoguT HanpasfeHHbIn oToop, To B
OaHHOM criyvyae BO3HWMKaET YCTOMUMBLIN Nonnmopcuam no obonm nokycam.

3apaHue: onpegenute, kak BegeTt ceba moaens BO BCeX Tpex npumepax
N Kak BRMSAIOT Ha pesynbTaTbl 0TOOpa YacTtoTa pekombuHauum 1 ncxogHas
BenunymHa koacppuumneHta D? YTo npomcxoauT, korga ncxogHasi BenuunHa D =
0, D > 0, D < 0?7 Kak uameHsietca Bo BpemeHu koadpduumneHT D u 4to aTo
03HavaeT? Kakoe coCTOsiHME BO3HMKaeT B KOHEYHOM pesynbTate? Kak nsme-
HseTca npucnocobneHHOoCTb nonynauun? MNovemy?

3. Omb6op npu Hanuyuu snucmasa. Ana moaenupoBaHUsa 3ToW cuTyauun
BBeAWTEe, Hanpumep, Takne BeNnYnHbl NPUCNocobneHHOCTeN reHoTUNOB:

wAABB=2 wAaBB=3 waaBB = 4
WAABD = 4 wAaBb = 4 waaBb = 2
WAADbb = 6 wAabb = 3 waabb = 0

B aTom npumepe BnusiHue Ha NpMcnocobeHHOCTb 3amMeLLeHms annenu a
Ha A 3aBUCUT OT reHoTmna B fiokyce B, a BnuaHue 3ameHbl b Ha B 3aBucuUT OT
reHoTuMna no Nokycy A, T.e. NIOKyCbl B3aMMOLEWNCTBYOT MO TUMY 3nucTasa.
OTt6op 6yaet GnaronpusTcTBOBaTh XpoMocomMe Ab, U NO3TOMY YacToTa COOT-
BETCTBYIOLUX rameT ByaeT Bo3pacTtaTtb A0 Tex Mop, noka He AoCTurHeTt 1.
OpHako Tak GygeT npoucxoguTb TONMbKO B TeX Cnydvasx, Koraa uMcxogHas
YacTtoTa rameT Ab 4OCTaTO4YHO Benuka. AaMeHuTe 4acToThbl raMeT, Hanpumep,
Tak: PAB = 0.4, PAb = 0.1, PaB = 0.4, Pab = 0.1. Kak nameHsietcsa kaptmHa
oTbopa? NocnepoBaTenbHO YMEHbLUAWTE YacTOTy rameTbl Ab, COXpaHsas npu
3TOM ucxogHoe 3HadyeHune D = 0, Hanpumep, Tak: 1) PAB = 0.45, PAb = 0.05,
PaB = 0.45, Pab = 0.05; 2) PAB = 0.49, PAb = 0.01, PaB = 0.49, Pab = 0.01
(Tenepb Bam notpebyeTcsa 6onbLUe NOKONEHUIN AN OOCTMKEHUSA pe3ynbTaTa,
Hanpumep, 100). Kak nameHsietca kapTuHa otbopa 1M KOHEYHbI pe3ynbTaT?
Mouemy B nocnegHem crnyvyae npevMyLLECTBO NonyyaeT agpyrasi Xxpomocoma?
B03MOXHO N1 Tak USMEHNTb NPUCNOCOBNEHHOCTb XPOMOCOMbI Ab, 4TOGLI OHa
Bce-Takm goctmrna 100% BctpedaemocTn?

BTopoi npumep mogenvpyeTt cutyaumio ¢ NpeBOCXOACTBOM reTepo3vroT
nNpwu HanNM4YuKM anucTasa:

wAABB =2 wAaBB =3 waaBB =4
wAABDb = 4 wAaBb =8 waaBb = 2
wAAbb = 6 wAabb = 3 waabb =0

30ecb reTepo3nroTbl No 0b6oMm fokycam MMeET NOBbILLEHHYIO NPUCNOco6-
NneHHoCTb. B aTon cutyaumm xpomocoma Ab Takke nonyyaeTt NpenumyLLecTBo,
HO He abconoTHOE. YCTaHOBUTE NCXOOHO paBHbIE YacToThl rameT. Bam not-
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pebyeTtcs 6onbLue NokoneHnn Ans gOCTUXKeHUs pesyneTarta, Hanpumep, 100.
UTo nponcxoaut B pesynbtarte otoopa? octuraet nu koacpdumumeHT D Hyns?
Mouemy? Tenepb NocrnegoBaTeNbHO YMEHbLLIANTE YacToTy rameTbl Ab, coxpa-
HAS1 Npy 3TOM McxogHoe 3HadveHnve D = 0 (cm. npegblaywmii npumep). Kak
n3MeHsieTCcs kapTuHa oTbopa 1 ero pesynoTtar?

3apaHue: onpegenuTe, Kak Beget cebsa mogens B 060Mx npumepax v Kak
BNUSAIOT Ha pe3ynbTaTbl 0TOOpa YacToTa pekomMbnHauum n ncxogHas BenNnunHa
koadpdumumeHTa D? Kak nameHsietcs Bo BpemeHun koadpduumeHT D 1 yto ato
03HavyaeT? Kakoe coOCTOSHME BO3HMKaeT B KOHeYHOM pesynbTate? Kak
n3meHsieTcs npucnocobneHHocTb nonynauum? Moyemy?

7. OT60p M MyTaLUUMN
(Selection and Mutation)

SOMnupuyeckue nccrnegoBaHns NokasbiBatoT, YTO BpegHble U gaxe neta-
NbHbIE MyTaLUKN MOCTOSIHHO BCTPEYATCS C HEOONbLUNMMK YacTOTamMuM B NONy-
NAUMAX HECMOTPS Ha TO, YTO MM MPOTMBOLENCTBYET OTOOpP. B HekoTopbix
cnyyasx 3To sIBNsieTca criefCcTBMEM NPenMyLLecTBa reTepo3nroT (Hanpumep,
CEeprnoBUOHO-KNETOYHAsA aHEMMS), HO B APYrMX Takoro npenmyLiectsa HeT U,
TEM HE MeHee, fneTarnbHble MyTauun COXPaHSTCS B reHOOHAE Nonynsumm.
OTO, HECOMHEHHO, MpPOMUCXOAUT BCMEACTBME MOCTOSHHOrO nNpoTeKaHus
MyTaLMOHHOrO npoLecca, MOMOoNHALEro 3anac Mytauui B reHodoHAe.
Habniogaemasi npu 3TOM YyacToTa MyTaHTHbIX annenen, BePosTHO, B OCHOB-
HOM onpefensieTcs paBHOBeECUEM MeXAY MyTaLMOHHbIM NPOLLECCOM U OTOO-
pom.

B kauecTBe npumepa paccMoTpumM crny4dar otéopa NpoTUB BpeaHOW peLiec-
cvBHOW MyTauun. [lMpu HebonblwKx 4YacToTax (Manble 3HayYeHus ) 9Tu
MyTaHTHble annenu ovYeHb Peako NposBNATCA B PEHOTUNE, NOCKONbKY
FOMO3UIrOTHbIE FEHOTUMbLI BCTPEYalTCA B NOMyNALMA C YacToTol g° u oT6op
NPOTMB HMUX NPOTEKaeT O4eHb MeaneHHO. Ho Bce e YeM MeHbLLEe ocTaeTcs B
reHodoHae Takux annenen, TeM Gonblle BO3HUKAET HOBbLIX, MOCKOSbKY
yacToTa MyTUpYlOLL e anneny AMKoro Tuna ysennyusaetcs. B pesynbtaTe
BO3HMKAeT paBHOBeCHe Mexay oT6opoM NpoTUB peLecCUBHLIX annenen u
BO3HMKHOBEHWEM HOBLIX B pe3ynbTaTte MyTaLWOHHOro npoLecca.

OT0 paBHOBECKE OYEeHb Nerko nogaaeTcst aHarnorosBoMy MOAENMpoBaHuio
C NMOMOLLbIO YK€ paCCMOTPEHHOr0 HaMu Bbille MaTemMaTU4eckoro annapaTa.
Mpeanonoxum, 4To OTOOP AENCTBYET NPOTUB annenen anyTo p—aToyacToTa
annenemn AMKoro Tuna A, KOTopble MyTUPYIOT B @ C 4aCTOTOW | B pacyeTe Ha
oaHo nokoneHne. O6paTHble MyTaLuu annenn a B A Mbl MOXeEM He NPUHUMATb
BO BHMMaHME B CBA3N C OYEHb Marion 4acTOTON MYTUPYHOLLUX annenen a B
COCTOsIHUKM paBHOBecud. Torga vyactoTa annenu A B cnegytoLlem nokoneHum
COCTaBUT:
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o= p (pWAAquAa)“ — W) 27)

w

roe W — cpegHsas npycnocobreHHOCTb Nonynsaumm, p — vyactota annenu A
B NpeablayLLeM NOKONEHUMN, Wy, U W,, — OTHOCUTENbHbIE NPUCNOCOBNEHHOCTH
reHoTunos AA un Aa.

MogenupoBaHve nokasbiBaeT, YTO Mpu B3aMMOAENCTBMU MYTaLMOHHOTO
npouecca u oTbopa, BHe 3aBUCUMOCTM OT UCXOAHbIX YCIOBUW, B KOHLIE KOHLIOB
HacTynaeT COCTOSHMEe PaBHOBECKS!, B KOTOPOM YacToThbl annenen 6onblue He
nameHsoTcAa. MoXHO MokasaTb, YTO paBHOBeCHas 4actoTa (, MyTaHTHOM
annenu a npnbnunsnMTenbHO COCTaBNSAET:

Q. =Vpls (28)

roe s — KoaguuneHT oTbopa NPOTMB reHoTuna aa.

MockonbKy cTeneHb 9KCMPEeCCMBHOCTU M AOMWHAHTHOCTU annenun onpeae-
nseT BO3AENCTBME Ha Hee 0TOOpa B reTepo3nroTe, xapakrep AOMUHUPOBAHMWS
OKa3sblBaeT CUIbHeNLlee BMMSHWE Ha paBHOBeECME Mexdy oTbopom n myTa-
unsamu. [nsa Toro, 4tobbl OTPa3UTb 3TO BNUSHWE, BBEAEM AOMOSTHUTENbHbIN
napameTp h, onpegensowunin cTeneHb AOMUHUPOBAHUS: Wy, = 1, Wy, = 1-hs,
w,, = 1-s. Korga h = 0, annens a noOnHOCTbLIO peLeccrBHa, ecnnh = 1, annens
a NoJIHOCTbIO AOMMHaHTHa, a korga h = 1/2 goMuMHUpOBaHMe OTCYTCTBYET U
reteposurora uMmeeT eHOTUM, NPOMEXYTOUHbIN Mexay obermm romosuroTa-
MK. B Tex cny4vasx, korga nokasaTernb cTeneHyu AOMUHUPOBaHUA h oTnnyeH ot
Hyns, ypaBHeHue 28 npuobpeTaeT Bua;

g, =V u/hs (29)

OQHUM U3 MHTepeCHbIX CeACTBUIA paBHOBECUS Mexay oT6opom n MyTauu-
AMU ABNSETCA YMEHbLUEHWEe cpefHen MpUcnocobrneHHoCT NonynsaumMmn Ha Be-
nnyYunHy 1-(1-p) = u , HasbIBaeMyo MymauyuoHHbIM gpy3oM. Bonpekn nHTym-
TUBHOW OLIeHKEe MYTaLUMOHHbIV rPy3 He 3aBUCUT OT AaBneHus otbopa, T.e. oT
CTeneHn BpeAOHOCHOCTU paccMaTpuBaemMon MyTaLun, a onpeaenseTcs UCKIo-
YUTENbHO YaCTOTOM MYTUPOBaHUS. JTO 0OBACHAETCA TeM, YTO Gonee Bpeo-
HOCHble MyTauun 4OCTUralT MEHbLLEN PAaBHOBECHOW YaCTOTbI MO CPABHEHUIO
C TakuMW, KOTOpblE NOHWXAIOT MPUCNOCOBNEHHOCTL B MEHbLUEWN CTENeH, HO
3aT0 BCTpeyatloTcs y 6onbLuero yucna ocoben.

MpakTnyeckas pa6oTa ¢ mogenbto

lMosicHeHus1 kK OKHy eso0a napamempoe modesu

Which plot do you want to view? — Kakyto duaepammy 8bi xomume gudems?
Mepemewan kypcop, BblbepuTe napameTp (nMogpobHee CM. Huxe),
rpacdmk KOTOPOro Bbl XOTeNM bbl yBUOETL B NEPBYIO 04Yepenb.

3aTtem BBEOMTE 3HAYEHUS cneayrwmx napamMmeTpoB:
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s — ko3hcmumeHT oTbopa NpoTnB reHoTuna aa (3HayeHust ot 0 go 1).

h — nokasatenb cTeneHn JOMWHUPOBAHWUS.

M — 4YacToTa MyTUpPOBaHMWS annenu A B a 3a 04HO MOKONEeHUe (3HavyeHus1 oT
0.0001 go 1).

How many generations do you want to simulate? — CkonbKo nokoneHud bl
xomume rnpomodenupogame? Mo ymonyanuio coctaBnset 200. B
3aBMCMMOCTU OT cuibl oTbopa BaM MoxeT noTpebosatbcs ot 10 go
1000 nokoneHun (MakcumanbHoe 3HaveHue — 2000).

Do you want to begin with a single frequency or a six-frequency stability
analysis? — Xomume nu 8bl Ha4amb aHanu3 cmabunsHocmu ¢ 0OHOU
Yyacmomsl unu ¢ wecmu 4acmom? [1o yMonuyaHuio nporpamma
mMoaenvpyeT npouecc oTbopa OAHOBPEMEHHO B LLECTU MOMYMsSUUSX,
OTNIMYALINXCA Ha4vanbHOM 4YacTOTOW p, YTO OYeHb yAOGHO Ans
aHanu3a. Ho npu enaHum Bbl MOXeETe BbIOpaTb pexuMm MoaennpoBa-
HMS OT OQHOMW HavanbHOW YacToTbl, M B 3TOM Crydae Bam Heob6xoanumo
ee BBECTM:

Single starting frequency — O0Ha HayanbHass Yyacmoma — Jliobas BennuuHa
mexgy 0 u 1; no ymonyaHuio — 0.1. TonbKko B 3TOM pexrmMe Moaenmpo-
BaHMS OKa3bIBAETCS AOCTYMHbIM rpadouk M3MEHEHMUI YacTOT FEHOTUMOB
BO BPEMEHW.

lMosicHeHuUs1 K OKHY eble00da pe3yJsibmamoe ModeslupoeaHus
Mporpamma npeacTaBnseT pe3ynbTaTel CBoel paboTbl B BUAe Tpex (Unu

YyeTblpex, ecrnu BblbpaHa ogHa McxodHas 4acToTa — CM. Bbllle) Auarpamm,

KOTOPble MOXHO BbI3blBaTb NOOYEPEHO, Haxumasa <Space Bar>:

pvst — M3MeHeHUe OXnaaemor YacToTbl annenmA oT NOKONEHNs K Nokone-

HUIO0.

Genotypic Freq vs t — n3MeHeHWs1 0XMAAEMbIX YAaCTOT TPEX FEHOTUMNOB OT
MOKOSEHMS K MOKONEHUIO (JOCTYNHA TONbKO Npu Belbope 04HON ncxon-
HOW 4YacToThl ).

Ap vs p — rpaduk 3aBUCMMOCTU NpMpaLLeHns 4acToTbl annenu A 3a ogHo
nokoneHue Ap (T.e. CKOpoCTM OTOOpa) OT ee 4acToThl p.

wbarvsp — rpaduk 3aBUCMMOCTN cpeaHen npucnocobneHHocTn nonyns-
UMy OT YacToThbl annenu (aganTuBHLIA NaHgwadT).

B BerHeIZ 4YacCcTn 3KpaHa nporpaMmmMa BbIBOOAUT 3HaA4Ye€HUA WCXOOHbIX
napameTpoB, a TakxXe BeJIM4YUHy paBHOBeCHOIZ YacToTbl q annenu a.

UccnedoeaHue modenu
Mpun noBbIX 3HAYEHMAX YacTOTbl MyTMPOBaHUA 1 kKo3abduumneHTa otbopa

annernbHble YaCTOTbl paHbLUe UK NOo3Xe OOCTUratoT paBHOBECUA, T.€. Bpea-
Haa peuecCuBHaa MyTauuna HEe MOXeT ObITb NOMHOCTLIO yCTpaHeHa OT60pOM
M3 nonynauumun. |/]CI'IOJ'Ib3yF| pa3nnyHble 3Ha4YeHna napamMmeTpoB onpeaennte,
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KaK BJITUAKOT Ha paBHOBECHYIO 4acCTOTy U CKOPOCTb AOCTUXEHUA paBHOBECUA
YacToTa MyTUPOBaHUS N MHTEHCUBHOCTL 0T6opa? Kakum obpasom npouecc
BO3HMKHOBEHMWSI PABHOBECUS U PABHOBECHbIE YACTOTbl annenen 3aBUcAT OT
crteneHn JOMMHAHTHOCTU MyTaHTHOI7I annenun?

8. HanpaBneHHbIW OTOOP NO KONIMYECTBEHHLIM NPU3HaKam
(Directional Selection on Quantitative Characteristics)

[aHHas nporpaMmma MogenmpyeT 3KCNEePUMEHT C UCKYCCTBEHHbLIM OTOOPOM
Mo KONMYeCTBEHHOMY Mpu3Haky. lNonb3oBarens 3agaeT BENMUMHY NONynsiuum,
ymncno ocoben, oToMpaeMbIX B Ka4ecTBe poguTenen ans nomnyyeHnst cnegyoe-
ro MOKONEHMsl, a Takke CTEMNeHb BMAUSIHUSA FeHOTUMa Ha AaHHbIA MPU3HaK.
Mocne aToro nporpamMmma nokasblBaeT Kak OyayT pacnpenenatsca ocodu no
hEHOTUNNYECKOMY BbIPXKEHMIO MPU3HAKA B KaXKA0M M3 NMOKONEHWI BOOBpaXkaeMo-
ro aKCnepuMeHTa C UCKYCCTBEHHBIM OTOOpPOM.

OT60p no cheHoTMNaM 0BbIYHO pas3aensatoT Ha TPU KaTEropumn B 3aBUCUMOC-
TW OT TOrO, Kakme MMEeHHO PEHOTUMbI NOMy4YatoT NpenmyLecTso. Cmabunusu-
pyrowut ombéop GnaronpuaTcTBYET 0COBAM C MPOMEXYTOUHBIM hEHOTMNNYEC-
KMM nposiBrieHveM npuaHaka. JuspynmuegHbili ombop, HanpoTuB, 0TOPaKoBbI-
BaeT NPOMEXYTOUYHbIE (PeHOTUMbI U BNaronpuaTCTBYET SKCTPEMASbHbIM, T.€.
0COo06SAM C HaMMEHbLUMM M HanbonbLUMM NPOSBIIEHNEM NMpu3Haka. Ml HakoHel,
HaripasrieHHbIl ombop coxpaHsaeT ocoben nMbo ¢ MakcumanbHbIM, MM6O ¢
MUHUMarnbHbIM NPOSIBEHNEM NPU3HaKa, YTO MOXET U3MEHATbL CPEeaHIO BENK-
YMHY NPU3HaKa B KAKOM-TO onpefeneHHoM HanpasneHun. [laHHas nporpamma
MOZEenMpyeT 3KCNepUMEHT C HanpasneHHbIM 0T6OPOM B MONYNALMU KOHEYHOTO
pasmMepa.

EcnureHoTvn xoTs 661 YaCTUYHO KOHTPONUPYET AaHHbIN KONUYECTBEHHbIN
heHOoTMNUYECKMI NpU3HaK (NoNUreHHoe HacnegoBaHWe ) U B NONynaLmm cylle-
CTBYET reHeTMyeckast U3SMeHYMBOCTL (T.e. aAaUTUBHANA reHeTu4eckas gucnep-
CYsl) NO 3TOMY MpPU3HaKy, TO HanpaBfieHHbIN 0T6op BGyaeT OT MOKONeHUs K
MOKONMEHUIO N3MEHSATb CpeaHee 3HayeHve npuaHaka B nonynaumm. CKopocTb
N BENMYUHA 3TUX UBMEHEHUIN 3aBUCAT OT Lienoro psaaa aktopos, obecyxaae-
MbIX HUXe

ArnnenbHble Yacmomal. Annenu ¢ NPOMEXYTOYHbIMU YacToTaMy BHOCAT
fOonbLluMI BKNag B 00LLY0 reHeTUYECKYI0 AUCNepCuto, Yem annenmu ¢ aKcTpe-
ManbHbIMU (O4€Hb HU3KUMMW UMM OYEHB BbICOKMMMN) YacTOTaMM.

Benu4uHa nonynsayuu. B o4eHb ManeHbKkux nonynaumax apend moxeT
BbI3bIBaTb MOTEPO rEHETUYECKON N3MEHUYMBOCTH (BCNEACTBME rOMO3UrOoTU3a-
LUK NIOKYCOB, KOHTPOMNMPYIOLLUX AAHHbBIA NPU3HAK) 1 9TUM NOAaBNATbL OTBET
nonynaumm Ha otoop. Mnu xxe apend), Bonpekn oTbopy, MOXeT NpUBOAUTL K
CNnyYyanHOMy U3MEHEHUIO YacTOoT U hUKcaLMm TeX UMK NHbIX annenen, NpoBo-
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umMpys cnyyanHble oeHOTUNMYECKNE U3MeHeHs. B uenom, 6onblimne nonyns-
uumn Gonee onpeaeneHHo pearmpytoT Ha 0TOOpP MO CPABHEHUIO C ManNEHbKMM.

Hucno ombupaembix ocobeli. CoxpaHeHne HeMHOrmx ocoben ¢ Hambornb-
UMM NPOSIBNEHNEM XKEeNTAaeMoro np1M3Haka 03Ha4yaeT O4eHb CUMNbHOE JaBneHne
oTbopa, HO B TO XXe caMOe BpeMs YBENMYMBAET M BO3MOXHOE BrUsIHUE
apenda. Ecnumbl oTOMpaem B kKa4eCcTBe poauTenen cneayroLLero NokomneHms
CNULLKOM Mano ocobel, TO reHeTu4eckas U3BMEHYMBOCTb MOXET BbITb yTpaye-
Ha, eCnn e Mbl COXpaHsieM CIULLIKOM MHOrMX, TO AaBreHue otbopa Oyaet
cnabbim.

BniusiHue skcrnpeccusHocmu 2eHos. Ecnn peHoTunnyeckue nposiBneHns
(3KCNpeccuBHOCTL) pa3HbIX FTEHOTMMNOB OYEHb CXOAHBI, TO 0TGOP HE JOCTUTHET
3aMeTHOro pesynbstarta. B cnyyae cunbHOro BANAHUA reHoTuna Ha peHoTun
0TOOP 0OLIYHO BbI3bIBAET ObICTPbIE UBMEHEHUS CPEAHEr0 3HaYEeHMS NMpuU3HaKka
B nonynsumn. OTBeT Ha OTOOP Takke B 3HAYMTENBHOW CTEMEHM 3aBUCUT OT
XapakTepa OOMWHUPOBAHUSA: €CIM TeTepO3NroTHbIE TEHOTUMbI AAKT Hau-
ny4liee nposiBrieHMe AaHHOro npusHaka B heHoTumne, To 0TOOp He npuBeaeT
K CTOMb e 3aMeTHOMY adhpekTy, Kak B cUTyauuu, korga HanbonblLue heHoTH-
nnyeckoe NposiBNeHNe nNpusHaka gaet ogHa U3 roMo3uror.

BnusiHue cpedbi. Ecnn deHoTunmMyeckass U3SMEHYMBOCTb, CO3[aBaemast
cpenow (T.H. cpegoBas Avcnepcusi), OCTaTOMHO Benmka, To heHoTmn ocobu
He SABNAETCA HaOeXHbIM WHAMKATOPOM €€ reHoTuna, M noatomy oTbop,
KOTOpbIN naeT no deHoTMnam, CTaHOBUTCHA Manoad@EKTUBHbIM, T.e. He
NpUBOAMT K HanpaBrneHHOMY U3MEHEHMIO FEHOTUMMYECKOrO cocTaBa nonyns-
uun. Taknm obpasom, CAULLKOM BbiCOKash heHOTMNUYECKas M3MEHYMBOCTb
noaaBnsieT OTBET Nonynsuumn Ha otoop.

B o4eHb GonbLUON NONynaALMM OXnaaemblin OTBET Ha HanpaBeHHbIN 0T6op
B TeYeHne OAHOro NOKOMeHUs COCTaBnseT:

R = S (30)

roe R — oTBeT nonynsuum Ha 0TOOp, N3MepseMbl Kak pasHOCTb Mexay cpef-
HUMMW BENUYMHaAMM PEHOTUNNYECKOT O NPU3HaKa B NONynaUMsiX pOAUTENbCKOro
N 0OYepHEro NOKOMNeHun, hZ(N) — HacnegyeMocTb JaHHOro npusHaka (B y3koMm
cmbicrie') n S — cenekUMoHHbIN AnddepeHLman, U3MepsieMblil Kak pa3HOCTb
Mexay cpeaHuUMKn BenuynHamu eHOTUNUYECKOro npuaHaka B nonynsiuum

1 HacnenyemocTb B LUMPOKOM CMbICe onpeaensioT kak: h? = V;/V,, roe V — non-
Hasi reHeTnyeckas gucnepcus, a V, — deHoTunuyeckas aucnepcus no AaHHoMy npu-
3Haky. HacneayemocTb B y3koM CMbICTie onpeaensioT kak: h?, = V,/V,, roe V, —
afAAnTUBHAs reHeTudeckas gucnepcus, a Vp — beHoTunmyeckas gucnepeus no gaHHo-
My npusHaky. lNonHas reHeTnyeckasa aucnepeus ato Vg =V, + Vy +V,, rae V, — auc-
nepcus No AOMUHAHTHBIM OTKIOHEHMAM, V| — aucnepcus no anuctasy u
B3aUMOENCTBUAM reHoB. Takum obpasom, npu onpegeneHmm BenMynHbl Hacrnegyemoc-
TW B Y3KOM CMbICME YYUTLIBAIOT TOMNLKO aAANTUBHYIO FEHETUYECKYIO0 M3MEHYMBOCTb
(noppobHee cm. KaripaHoB, 1996; Arana, 1984).
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pPOAUTENBCKOrO MOKONEHNss U B Bblbopke ocoben M3 Hee, MONyYeHHOW B
pesynbtate otbopa (T.e. Tex ocoben, YTO NPoOU3BOAAT creayroLLee nokone-
Hue). N3 ypaBHeHus 30 ACHO, YTO YEM MEHbLLIE HacneayemMocCTb Npu3Haka, T.e.
YeMm Bonblue 4ONSA YACTO CPEAOBON AMCMEPCUM, TEM NPU TOM Xe AaBMNeHUm
oTbopa (T.e. cenekunoHHoMm auddepeHumnane) MeHblle ero pesynbTaTus-
HocTb. Ecnu ke HacnegyemMocTb paBHa HyrHo, T.€. U3MEHUYMBOCTb MO JaHHOMY
npu3HaKy BooOLLe He 3aBUCUT OT reHoTUnNa, To 0T60p CoBEPLLUEHHO HE3IEKTU-
BEH U U3MEHEHWs1 YacToT ansenen B JAaHHOM MOKyce MOryT NpoUCXoauTb
TOMNbKO B pesynbTate gpenda, MyTauum Unu nputoka annenen n3 cocegHux
nonynsauun.

MpakTnyeckas pa6ota ¢ mogenbto

lMosicHeHus1 kK OKHYy ee00a napamempoe modesiu
Please enter the following: — lNoxanyticma, egedume cnedyrouee:
Population Size, N — BennumHa nonynsiumm; NoCTosiHHA B TEYEHMNE BCETO
npouecca (3HayeHns ot 1 go 500; no ymonuanuio — 100.
Allele Frequency, p — YacTtoTta annenu, p — HavanbHas 4YactoTa annenu
A MOXeT npyHumaTh 3HadyeHus ot 0 4o 1; no ymonyanutio p = 0.05.
Environmental Variance, Ve — CpepoBas aucnepcusi, Ve — Onpegenser
cuny BNUSHUSA cpeabl Ha EHOTUMNYECKYHO U3BMEHYMBOCTD (3HAYEHUS OT
0 no 108 no ymonuanuio Ve = 10).

Enterthe Genotypic Values:— Bsedume 3HavyeHusi 2eHomurnos: — [ns kaxxaoro
13 Tpex BO3MOXHbIX reHoTunoB (AA, Aa, aa) Heob6xoanMo BBECTH “3Ha-
YeHus” ux heHOTUMOB, T.€. TaKne 3Ha4YeHMs1 Npu3Haka, KoTopble 0cobu
C 3TMMM reHoTUNaMmn menu Gbl NPU NOSIHOM OTCYTCTBUM BIIMSIHUS Cpe-
abl (BenuymHa ot 0 go 108 no ymonuaHuio AA = 25, Aa = 20, aa = 15).

How many of the individuals with the highest phenotypes do you want to use
to repopulate each new generation? — Ckosibko ocobeli ¢ HausbICWUM
8bipaxkeHueM cheHomunuU4YecKo20 rnpu3Haka 8bl Xomume UcCrosib308amb
0n1a socrnpoussodcmea Kax0020 HO8020 rokosneHuss? — Heobxoammo
BBECTM 4Yncno ocoben, otbnpaemblix B kKaxxgom nokoneHun (ot 1 go 100);
no ymonyaxuto — 25.

How many generations do you want to run? — CKOMbKO MOKofieHul &bl
xomume ripomodenuposams? — Bo3aMOxHbI 3HayeHusi oT 1 4o 10000; no
ymon4yaHuio — 12, ogHako BO MHOMMX cry4dasix aToro 6yaet HegoctaTou-
HO; MO3TOMY PEKOMEHAYEM WCMONb3oBaTb O nblUyld BEMNUYUHY,
Hanpumep, 50 nnu 100.

Show a plot after how many generations? — lNoka3bieams duazpamMmy Yyepes
CKOJTbKO rokosieHuli? — Mo ymonyaHuio nporpamma AeMOHCTpUpyeT
pe3ynbTaThbl, NONy4YEHHbIE B KaXKA0M MOKOSIEHMUN, HO Bbl MOXETE BBECTU
fonbLUee Yncno, ecnv NPoBoAUTE OYEHb ANUTENbHBIN “3KCNEPUMEHT”.
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Mogenb paboTaeT cneaytowmm obpasom. Micxoas ns 3agaHHOM NCXOLHOWM
YyacToTbl annenu A, n B COOTBETCTBUM C ypaBHeHNeM Xapau-Bainbepra pac-
CYNTBLIBAETCS YMCNO 0cobewn Bcex Tpex reHoTunoB B nonynAaunn. 3aTeM, ncno-
Nb3y4 3adaHHble (beHOTVII'II/I‘-IeCKI/Ie 3Ha4YeHnA reHoTunoB U BENMNYUHY cpenoaoﬁ
avcnepcun, nporpamma paccy1TbiBaeT pacnpegeneHune ocoberi B UCXogHON
nonynsiynm no BenuynHe nccrneagyemoro eHoTunmyeckoro npusHaka. [lanee
NpoMCXoaUT LUKN OTOOopa: nporpamma oToupaeT 3agaHHoe 4ncno ocoben ¢
MaKkCcMMaribHbIM BblpaXeHueM npu3Haka, Ha4nHaa OT caMoro npaBoro Kpas
pacnpegeneHus. 3T0 0O3Ha4aeT, YTo OTOOP MAET B HanpaBieHUN yBeNnYeHns
AaHHOrO KOMMYECTBEHHOMO Npu3Haka (3To MoXeT ObITb, Hanpumep, pa3mepsbl
Tena unu sec ocobu). OTobpaHHbIe 0COBM NPOM3BOAST paBHOE YUCIO raMeT,
M3 KOTOPbIX B COBEPLUEHHO CnyyYyaHOM mnopsaake opMUpyroTCa 3UroThl
CreayoLero NoKONeHnst, YU Cro KOTOPbIX COOTBETCTBYET 3a4aHHON NOCTOSH-
HOW BENUNYNHE nonynauunn. Tenepb 04 3TOro HOBOIro NOKOJNTeHUA nporpamMmma
paccunTbiBaeT pacnpeneneHune ocoben no geHotTnnam. M onatb noBTopseTcs
umkn otbopa n popmmpyeTcsa cnegytoLlee NoKoneHne u T.4.

lMosicHeHUs1 K OKHY eble0o0da pe3ysibmamoe ModeslupoeaHus

Mporpamma npeacTaBnsieT pesynbTaTbl CBOeW paboTbl B BuAe ABYX
anarpamm, KOTopble MOXHO BbI3blBaTb NOOYEPeaHO, Haxnmas <Space Bar>.
MepBas u3 HUX NokasbiBaeT pacnpeaeneHne ocober B NONynsALmMm no Benu4u-
He cheHoTUNUYECKoro npusHaka. lNocne BBoga napameTpos U HaxxaTusa <Enter>
Bbl yBUAUTE pacnpefeneHne (PeHOTMNOB B HYNeBOM MOKOMEHUW, T.e. A0
Havana otbopa. Kaxgoe nocrnegytwouiee Haxatve <Enter> 3anyckaeT umkn
MoAennpoBaHus npouecca otbopa n hopMrUpoBaHMUS O4EPELHOTO NOKOSEHNS.
Tenepb, Haxxnmas <Space Bar>, Bbl MOXeTe NepexoanTb Ko BTOPON anarpam-
Me, KoTopas nokasbliBaeT AMHaMUKy cpedHero 3HayYeHust peHoTUnNnYecKoro
npu3Haka B NONynALUmM OT NOKONEHUS K NOKONEeHUo. Ecnu HaxaTb 1 yaepxu-
BaTb knasuwy <Enter>, To obe kapTUHKM “OXMBAIOT”: MOKOMEHWUs BbICTPO
CMEHSI0T ApYyr Apyra Ao TeX Nop, Noka He NponaeT yCTaHOBNEHHOE Npu BBOAE
napameTpoB MX YUCHO.

B BepxHew yacTu akpaHa nporpamMmma BbIBOAMT UCXOAHbIE 3HAYEHUS BCeX
napameTpoB, a Takke 4acToTy annenu A B TekyLleM NokorneHuu (p = ...) 1
nopsaKoBbLI HOMEpP 3TOro NokoneHus (generation = ...).

UccnedoeaHue modenu

I'Ipe>|<,u,e BCEro, UMenTe B Bunaoy, 4to KaXKablA LMKN MogennpoBaHnAa C
OQHUMM N TEMU Xe NapaMeTpaMn aeT HECKOJIbKO UHble pe3dynbTaTbl BClnea-
CTBME CTOXaCTU4YHOM npupoabl MoaeNnnpyemMbiX NnpoueccoB. B 3aBucumocTu ot
Bbl6paHHbIX napameTpoB 3Th pas3nnuyna moryTt ObITb HEOOMBLUMMU UK OYEHDb
3HaYUTENbHbIMMW. |_|03TOMy npu pa60Te C Takon mogenbto nobble BbIBOAbI
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BO3MOXHbl TOMIbKO Ha OCHOBE aHanmu3a MHOIMMX LMKIIOB MOAENMPOBAHUS.
CnepoBaTenbHO, McCrneays Kaxayw CuTyauuto, Bbl OOIDKHbI 3anyckaTb
nporpamMmmy MHorokpaTtHo (He meHee 10 pa3s), kaxabl pa3 3anucbiBasi Nony-
YEeHHbIV pe3ynbTaT (CKOMbKO MOKOoneHun notpeboBanochk AN AOCTUXKEHMS
MaKCUMarbHOW BENUYMHbI MPU3HaKka UnNu Ans romo3vrotTMsauun fiokyca, u
MpOon30LWLIIO NK BbiNnageHve unu dukcaumnsa annenu A), a 3ateMm yxe genatb
BbIBOAbI aHANU3npys BCo BbIGOPKY NPOBEAEHHBIX UCMbITAHUNA.

HayHuTe paboTy c napameTpamu, yCTaHOBMEHHbIMU NO ymonyaHuo. OHu
OEMOHCTPMPYHOT CUTyaumio, B KOTOPOW OTOOP BCEro 3a HECKOSbKO NMOKONEHWN
npueBoauT K duKcaumm annenn A B reHooHae nonynaunm n JOCTUXEHUIO
MakcumarbHOW BENUYUHLI (PeHOTUNMYeCcKoro npusHaka. lNpocneguTte aToT
npoLecc HeCKorbKo pas. [NogymainTe, novYemMy Aaxe nocre noriHom roMo3nroTmaa-
LUK nonynaunm CpeqHsisi BeNMYMHa npusHaka u pacnpegeneHme ocoben no
deHoTMNamM NPOAOIIKAT BapbUPOBaTb OT MOKOMNEHUS K MOKONEHWIO?

Tenepb BaM cregyeT uccnegoBaTb BMWSIHUE OCHOBHbBIX NapameTpoB
MOZENN Ha CKOpPOCTb M 3PdEKTMBHOCTL oTbOpa:

1. Benu4uxa nonynayuu. N1ameHsasa ee, Heo6xoauMo nokasaTb, YTO B Ma-
NEeHbKMX NOoNynAuMaX reHeTu4eckuii Apend mnrpaet 6onee 3aMeTHYH porb U
Hepegko nepecunveaeT O0TOOpP, a B nonynaunsax ¢ 6 nblwmm yncrnom ocoben
atpbekTbl gpenda He Tak 3amMeTHbI U OTOOP NpOTEKaeT yCneLlHee.

2. lhmeHcusHocmb ombopa. Cuny oTbopa MOXKHO BapbupoBaTb U3MEHSS
4YMCMO COXpaHsAeMbIX OCODelr Npyv OAHOM M TOW XXe BenuuMHe Monynsuuu.
MocnepnoBaTenbHO M3MeHss 3TOT napameTp oT 1 go 90 (c MHTepBanamu
nopsgka 10) npu BenuuuHe nonynsumm B 100 ocoben, npocnegute, Kak
yBenuuMBaeTCcs YACMNO NOKOMNEHWI, He0BXoaUMbIX AN JOCTMKEHUSA OAMHAKO-
BOro pesynbTtara (criegyeTt yCTaHOBUTL Mpu 3TOM 6 nbllee YMCno NOKoNeHnn
ans mogenupoBaHus — 50 unu gaxe 100). Tenepb nocnegoBaTensHO UCMOMb-
3ynte BenuumHel 91, 93, 95, 97 1 99. UTo n3MeHsIeTCS B XapakTtepe TedeHus
npouecca? Noyemy npu oyeHb cnabom oTbope He TONbKO KaTacTpodryeckn
YMEHbLLAETCS CKOPOCTb FEHOTUMNYECKUX 1 (PEHOTUMMUYECKNX N3MEHEHUI, HO
OHUW HepeaKOo NPOUCXoaAT 1 B NPAMO NPOTUBOMONOXHOM OTOOPY HanpaBneHuu,
nNpuBOAs K NOSTHOMY BbiNaaeHuto annenun A ua reHocoHaga nonynaumm?

3. OkcnpeccusHocmb 2eHomurnos. BepHyBLUMCH K NapaMeTpaM, YyCTaHOB-
NEeHHbIM MO YMON4YaHuio, NocnenoBaTenbHO U3MEHANTe eHoTUnu4eckmue
3HaveHus reHoTUnoB, Hanpumep, Tak: 1) AA =23, Aa=20,aa = 17;2) AA =
21,Aa=20,aa=19; 3) AA=20.5, Aa=20,aa =19.5;3) AA=20.1, Aa =20,
aa = 19.9. Kak nameHseTca npu 3TOM CKOpPOCTb oTbopa M noyemy 3TO
npoucxoaut? loyemMy npyv OYeHb HEBBLICOKOW 3KCMPECCUBHOCTU Hepenko
npoucxoauT BbiNageHue annenu A u3 reHodoHaa nonynsuumn?

4. Xapakmep doMuHUposaHusi. BepHyBLUMCb K NnapameTpaMm, yCTaHOBIEH-
HbIM NO YMONYaHUIO, UBMEHUTE XapakTep AOMUHUPOBAHWUS, Hanpumep, Tak: 1)
AA =25, Aa =25, aa = 20; 2) AA = 20, Aa = 25, aa = 20 (cnegyeT yCTaHOBUTb
npy aTtom 6 nbLlee YNCNO NOKONeHUn Anga mogenupoBaHua — 50 nnu gaxe
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100). Kak nameHsieTcsi npm 3TOM CKOPOCTb OTOOPA M OCTUraemMblin pedynbtaT?
Moyemy ato npoucxogut?

5. Cpedosasi ducnepcus. Yem Bonblue BNUsiHUE cpedbl Ha beHoTun, Tem
MpW NPOYUX paBHbIX YCMOBUSIX MEHbLUE HacnegyemocTb npusHaka. BepHys-
LIMCb K NapaMeTpaMm, YCTaHOBMEHHbIM NO YMOMYaHWIo, CHaYana nocnegosa-
TernbHO YMeHbLUanTe 3TOT NapameTp, Hanpumep, Tak: 7, 5, 3, 2, 1, 0. A 3aTem
yBenuymsante: 50, 100, 500, 1000, 10000, 100000, 1000000, 10000000,
100000000. Kak nameHsieTcs npyv 3TOM CKOPOCTb OTOOpa M AoCTUraemblv
pesynbtat? Moyemy aTo npomcxoant? MNoyemy nNpu yBennyeHum cpegoBon
ANCNepcun He TOMbKO YMEHbLIAETCS CKOPOCTb U pe3ynbTaTMBHOCTbL 0THopa,
HO 1 HepeaKo NPOMCXOAUT BbiNageHune annenu A u3 reHodoHga nonynaunm?

9. Nl'eHeTnyeckun gpendcd: mogenb MoHTe Kapno
(Genetic Drift: A Monte Carlo Model)

Mporpamma MogenupyeT reHeTnyeckuin apend B HebonbLIOW Nnonynsauuw,
OCYLLECTBNASA NPU MOMOLLM reHepaTopa CryvanHblX YMcen BblOOPKY reHoB,
nonagarwLlmx B rameTbl, KOTOpble JAOT Havyano Kaxgomy nocregyowemy
nokoneHuto. Npu aToM NpegnonaraeTcs, YTo BENMYMHA NONYNALUN HEM3MEHHA
OT MOKONEHUS K MOKOSIEHNIO N OTOOP OTCYTCTBYET, a MO3TOMY WU3MEHEHMS
YyacToT annenen B reHodoHae 06ycnoBneHbl TOMbLKO CryvYanHbIMK NpoLecca-
MM, npoucxoasawmmm npm obpasoBaHun BbIGOPKM rameT.

Mpeanonoxum, 4To NONynNsiUUsa COCTOUT BCEro U3 AByX ocoben — camku u
camua, reTeposnroTHbIX No NOKYCy, B KOTOPOM MMeeTcs ABe annenu. Torga
B reHodoHAe aTon nonynauum ByaeTt Bcero 4YeTblpe annenu — Ase annenun A
n aBe a, T.e. yactoTbl p = q = 0.5. Camka byaeT npoayumnpoBaTh SULIEKNETKN,
acameL, —cnepmun ¢ annensMmm A u a B paBHbIX KONM4ecTBax, T.e. C HaCTOTON
0.5. Ecnumbl 6yaem BbIbvpaTh raMeTbl criydanHbiM 06pa3oMm, TO BEPOSITHOCTb
TOro, YTo Nepsag 3urota byaeT nmeTs reHoTun AA, coctasut 0.5 x 0.5=0.25.
BeposaTHOCTb TOro, 4to M BTOpasd 3urota OyaeT uUMeTb TOT Xe reHoTun
coctaBut (0.5 % 0.5)%(0.5 x 0.5) = 0.0625. CnegoBaTensbHO, eCNu B Creayo-
LeM NOKOMeHuM, Npou3BedeHHOM HallMMW CaMuoM U camkoun, bygeT no-
npexHemy Ase ocobu, To B 1 crnyyae 13 16 yactoTta annenu A nameHuTcs ot
p=0.5kp=1.0, T.e. noNynsumsa ctaHeT roMO3NroTHON NO AaHHOMY FOKYyCY B
pesynbTate CnyyamHOro OTKNOHEHUs B BbIDOpKe ramer.

B pononHeHue k Takomy apendy ot p = 0.5 k p = 1.0, BO3MOXHbI eLLe Tpu
nepexoga: k p =0, 0.5 n 0.75. BepoaTHOCTb 3TUX COOBLITUI MOXET ObITb
paccuMTaHa TOYHO Tak e, Kak 9To caenaHo Boille. Bbl MoxeTe camu caenatb
3TO B KayecTBe ynpaxHeHus. KoMnbloTepHy MoAenb, MCMOMNb3YHLLYIO
reHepaTop CnyyawHbIX YuMcen Ans MMUTaLMKM CTOXacTMYEeCKOoro npouecca
BbIOOPKM reHoB 13 reHopoHaAa nonynsaLmMm npu obpasoBaHnm rameT, MPUHATO
Ha3blBaTb Modesnibio MoHme Kapiio.
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[daHHas nporpamma MoXeT MogenvMpoBaTh CryYalHble U3MeHeHNs YacToT
annerneun ogHOBpeMEHHO B 6 He3aBUCUMbIX AnanmnernbHbIX NOKycax npu pas-
NNYHBIX HayanbHbIX YacToTax annenen u pasHou BenuyuHe nonynsumn. B
cny4ae KOHe4YHOW BENNYMHbI NonynaunmM doukcauns ogHoOM 13 annenem B KoHLe
KOHL,OB NPOU30MAET BO BCEX MOKyCaX, 04HAKO CKOPOCTb 3TOro NpoLecca O4eHb
CUMbHO 3aBMCUT Kak OT BEMNWYUHbI MONYNALMKU, Tak U OT HayarnbHbIX YacToT
annenen. Tak, npy p = 0.9 BepoATHOCTb ouKcauumn annenm A saHaunTernbHO
BblLLUE 1 3TO NpomnsongeT ckopee, Yyem npu p = 0.5.

MpakTnyeckas pa6ota ¢ mogenbto

lMosicHeHus1 kK OKHYy ee0o0a napamempoe modesiu

Please enter values for the — lNoxanyticma, eeedume 3Ha4YeHUs:

Population Size (N) — Bennuuna nonynauum — OctaeTcsa NOCTOSHHOW B
TeyeHue Bcero npouecca (3HadyeHnst ot 1 go 200).

Number of Loci to Simulate — Yncno nokycos ans mogenuposaHus — oT 1
Ao 6. Jlyywe ncnonb3oBaTb BBEAEHHYIO NO YMONYaHNIO BENUYUHY 6.

Set initial frequencies at all six loci collectively or independently — YcmaHo-
8UmMb HavaslbHble Yacmomesl asnesnel 80 8cex 6 JloKycax 0OHO8PeMeH-
Ho unu He3asucumo. Kak npasuno, 6onee yaobHbIM ABAseTCA NepBbii
BapuaHT paboTbl MOAENM, KOrAa BO BCEX JIOKycax HavarbHbI€ YacToThl
anneneun oguHakoBbl. BeiGpas TOT nnu nHow pexum paboTbl, BBEAUTE
OfHO unu 6 3HaveHwWn vyactoTel p annenu A (Initial Frequency of “A”
Genes atlocus 1, Locus 2... Locus 6). OH1 MOTyT NpMHUMaThL Niobble
3HaveHus B uHTepsane ot 0 oo 1.

Permit selfing? Yes — No — PaspeweHo nu camooniiodomeopeHue? fa —
Hem. B nepBomM pexume MogenvpoBaHus npu obpas3oBaHWM 3uUrot
OyaoyT ucnonb3oBaHbl BCe rameTbl, @ BO BTOPOM — TOMbKO rameTsl,
npoayunpoBaHHble pa3HbiMU 0COBAMM.

Set runtime to 3N generations or specify an alternate value — YcmaHosums
spems pabomsl pasHoe 3N rokoneHuUl, Uunu Xxe Ucrob308amp UHYH
senu4yuHy. Kak npasuno, ons HabnogeHusa acpdekToB apenda bbiBaeT
[OCTaTOYHO YCTaHOBMIEHHOrO MO YMOMYaHuo BpemeHu, paBHoro 3N
MOKOMEHUN, MOCKONbKY COrnacHo Teopun Apeida cpefHee 4ucno
noKoneHun, Heobxoanmoe AN uKcauMu Unu notepu annenu npu
HayanbHou ee yactoTe p = 0.5, coctaBnseT 2.8N. CnegoBaTtensHo, npu
TakoM BpeMeHM MOAeNMPOBaHust omkcaums unu noTeps annenu npou-
3ongeT B OONbLIMHCTBE, HO He 06s3aTenbHO BO BCEX JOKycax. Bbl
MOXeTe, OfjHaKo, yCTaHOBUTb Bornbllee nnn MeHbluee BpeMsi paboThbl
MoAenu, B 3aBUCHMOCTH OT peLlaeMoi 3agayn. MakcumanbHoe 3Have-
Hne — 999.
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lMosicHeHUs1 K OKHY eble0oda pe3yJsibmamoe ModeslupoeaHus

Haxwmunte <Enter> 1 Bbl yBuanTe pesynstathl MogennposaHus. Haxatne
<Esc> BepHeT Bac B OKHO BBOga napameTtpoB. HoBoe HaxaTue <Enter>
3anyckaeT crnegylowun LUK MOAENMPOBaHUA C MPEXHUMU UCXOAHLIMU
napameTpamu, HO pe3ynbTaTbl ero 6yayT yXKe MHbIMW.

Mporpamma npeactaBnsieT pesynbTaTbl CBOEN paboThbl B BUAE AMarpaMmme,
rnokasblBatoLLen criydaHble U3MeHeHWUs1 YacToThl p annenu A B Kaxaon us
LIeCTM NonynaumMim OoT MOKOMNeHUs K nokoneHuto. Kaxabli rpaduk 3akaH4yum-
BaeTCHA B TOT MOMEHT, KOrfa B pesynbTtaTte gpeida yactota gocturaeT 0 nnm
1, T.e. npoucxogut cmkcauus B reHooHge nmbo annenu a, nubo A.

UccnedoeaHue modenu

Kaxgbli UMKN MOAENUpoBaHns C OOHUMU N TEMW XKe napameTpamu gaet
WHble pe3ynbTaTbl BCIEACTBME CTOXaCTUYHOCTM MOAENUPYEMOro npoecca.
Mpwn paboTe ¢ Tako MoAenNbto Ntobble BbIBOAbI BO3MOXHbI TONTbKO HA OCHOBE
aHanusa MHOXecTBa UMKIoB MogenupoBaHus. CrnegoBaTtenbHo, nccrneays
KaXkayto CUTyauuio, Bbl AOIMKHBI 3anyckaTb MpOrpamMmmy MHOFOKpaTHO (He MeHee
10 pa3), kaxxabli pa3 3anvcbiBas NOMNyYeHHbIN pe3ynbTaT, a 3aTeM yXxe aenartb
BbIBOAbl aHanM3npys BCIO BbIGOPKY NPOBEAEHHbIX NCNbITaHWNA.

PekomeHayem HayaTb paboTy Cc napameTpamu, yCTaHOBNEHHbLIMM NO YyMOJ-
YaHuto. OHY MOAENnuMpyroT NOMNynALUMI0 0O4eHb HebonbLon BenuynHbl (10 oco-
6ein). 3aTemM UCNOMb3YNTE MHbIE 3HAYEHUS BEMNWYUHBI NONynsuMK (BO BCEM
BO3MOXHOM MHTepBane oT 1 go 200) n ncxogHom vYactoTbl annenu A (Hanpwm-
mep, 0.1, 0.25, 0.5, 0.75, 0.9). ViccnenywTe cregytoLme BONpocsI:

1. Kak 3aBUCAT BEpOATHOCTb hUKcauMu UNu NoTepu annenn u Bpems,
HeobxoAMMoe ANs 3Toro, OT BENWYUHbLI NOMYNSAUUA U Ha4YanbHOW 4acToThl
annenun?

2. Kak BNusieT Hanuyne nnun otcyTcTeue B NONynsALum camoonnogoTsope-
HWS Ha BEpPOATHOCTb M CKOPOCTb (hmkcauumn annenen? [Ons uccrnepnosaHus
3TOro Bonpoca Heob6xoaMmo BbIGpaTb HEKOTOPYIO CPEOHIO BEMWUYMHY MONy-
naumu, Hanpumep, 100, n NpoBeCTU MOAENNPOBAHUE B TPEX BapuaHTax: npu
BpeMeHu paboTkl 3ameTHo MeHbLueM 3N (Hanpumep, 150 nnn 200 nokonexuin),
pasHoM 3N u 3ameTHo 6onbem 3N (Hanpumep, 400 unn 500). B kaxxgom
BapuaHTe nposeaute He MeHee 10 UMKNOB MOAENUPOBAHMWS, Kaxabli pas
3anucblBasl, B CKOMbKMX NOMyNauMax U3 6 npousoLuna dukcaums nnm noteps
annenu. 3aTeM noacuyuTanWTe CPEOHIo BENMWYMHY 3TOro napameTtpa Ans
Kaxxgoro BapuaHTa. [poaenanTe BCe 370 ABaXAbl — CHavyana npu OTCyTCTBUM,
a 3aTteM npu HanmuMyMm camMoonnoAoTBopeHus. U nocne aToro cpaBHUTE
nony4YeHHble cpegHue BenuynHel. Kakme BbIBOAbI MOXHO caenaTb U3 3Toro?
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10. FeHeTHn4Yeckun apenc: mapkoBckaa Moaenb
(Genetic Drift: A Markov Model)

[aHHas nporpamma mcnonb3yeT Tak HasblBaemyo mModens Mapkosa, nnu
NHa4ve, MapKo8CKUE Mpoyecchl, ANs NpeackasaHus pacnpeaeneHns annernb-
HbIX YacTOT B OOHOM OuannenbHOM fokyce B GECKOHEYHOWM COBOKYMHOCTU
Hebonbwnx nonynsuuin. Mogenbs npeanonaraeT, YTo BCe MNONYNSLUUN UMEOT
OANHaKOBYIO N NMOCTOSAHHYIO BO BPEMEHMW BEMUYMHY U HAYMHAIOT CBOW Apend
N3 0OQHON MCXOL4HOW TOYKK, T.€. OT OOHUX M TeX Xe YacToT annerien B fiokyce,
N Onst Kakgoro o4YepedHoro NMoKoSfeHMst pacCYMTbIBAaeT OXuOaemyto OO0
nonynsiuMn C Kakaon BO3MOXHOMW annenbHOW 4YacTtoTon. Takum oGpasom,
MoZenb SIBMSeTCA NOMHOCTHI0 4ETEPMUHUCTCKON.

Mpeanonoxum, 4to nonynsiuus coctomT Bcero m3 N = 2 aunnoungHbix
ocobeli. B ogHOM 13 nokycoB aTnx ocoben moxeT 6bITb ABE annenv — A u a.
Torpa B reHohoHAE 3TOM nonynsaumm 6yaeT Bcero 4 annenu 4aHHoro nokyca
M OHa MOXEeT HaxoauTbCs B OOHOM M3 5 BO3MOXHbIX cOCTOsIHMIA: Oa+4A,
1a+3A, 2a+2A, 3a+1A n 4a+0A. B obwem cnyyae, ecnu nonynaums nveet
BenmunHy N, TO UMCno ee BO3MOXHbIX COCTOSHMI cocTaBuT 2N+1. Mpu atom
reHocpoHa nonynaumm 6yaet cogepxatb 0, 1, 2, ... 2N annenen A. B oByx us
3Tux coctosaHmmn (0 n 2N annenen A) reHOOHS BKIOYAET TOMBKO OOHY M3
annenen, T.e. uMeeT MecTO “dumkcaumns” annenbHOW YacToTbl N0 JAaHHOMY
NOKyCy, W panbHenwmune ee u3MeHeHus (T.e. gpend) yxe HEeBO3MOXHbI.
HanpoTuB, BO BCeX OCTanbHbIX COCTOSIHUAX YacToTa annenn A MoxeT uame-
HATBCS OT MOKONEHUS K NMOKONeHuto, T.e. nonynauusa dyaet “nepeckakveaTth”
N3 OHOrO COCTOSIHMS B APYroe C HEKOTOPOW BEPOATHOCTbLIO, KOTOpas 3aBUCUT
OT aMnnuTyAbl ckadyka U MOXEeT OblTb paccumTaHa, UcxXodsa U3 TekyLlen
YacToTbl annenu, ¢ NOMOLLbIO CneunanbHOro MaTeMaTU4eCKoro annapara,
OCHOBaHHOr0 Ha onepauusix ¢ Tak Ha3blIBaeMon Mampuuel rnpeobpaszoeaHusi.

[aHHas nporpamma MoAenvpyeT cnyyanHble UBMeHEeHUs 4YacToT annenemn
B OOHOM AuannenbHOM NOKyCce npu pasnnyHon HavanbHOW YacToTe annenu
B 6eckoHeuvHol BbIbopke nonynsaumi onpeaeneHHon NOCTOSAHHOW BENUYMHbI.
MpepnonaraeTcs, YTO Ha NONYNALMIO HEe AENCTBYET OTOOP M Apyrne hakTopsbl
MUKpPO3BOMOLNK, KpoMe Apenda. PesynbTaTel MOAENMpPOBaHUS npeacTaloT
B BMOE rmctorpaMmmbl pacnpefeneHms nonynsumi no yactote annenu A. B
crny4ae KOHeYHOW BerMYUHbI MONynsaunin pukcaums nunu notepst annenn A s
KOHLLe KOHLIOB MpouM3onaeT B kaxaon n3 Hux. OgHako CKopoCTb 3TOro npovecca
OYeHb CUNBHO 3aBUCUT KakK OT BEMUYMHbI MNONYNALUK, Tak U OT HayamnbHbIX
YyacToT annenen.

MockonbKky mMoaenupoBaHue Ha ocHoBe Lernen MapkoBa TpebyeT oyeHb
bonblworo obbema BbIYUCIIEHUA, AaHHAs nNporpamma gonyckaet paboTty
TOMbKO C OYeHb ManeHbkMMU nonynaumsammn — o 16 ocoben.
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MNMpakTnyeckasa pabota c Mmogenbro
lMosicHeHus1 K OKHYy ee0o0a napamempoe modesiu

Please enter the following values — [loxanyticma, esedume crnedywuj,ue

3HaAYeHUs:

Population Size — Bennuuna nonynsuumn — OcTaeTcs NoCTOsIHHOW B Teve-
HuMe Bcero npouecca (3HavyeHus ot 1 go 16; no ymonyaHuio 6).

Number of “A” genes per population — Yucrno reHos “A” B nonynsuum —
WcxogHoe yncno annenen A B reHooHAe Nonynsunum MoxeT Bapbupo-
BaTb oT 0 go 2N, T.e. oT 4o 32 B crny4yae MakCMMarnbHO BO3MOXHOW
BENUYMHbBI Nonynsiuumn — 16 ocobein. 3ameTbTe, YTO NPU KPaNHUX 3HaYe-
HuaX 0 n 2N nmeeT MecTo NofHas roMO3UIroTHOCTb MO annenu a unnA,
COOTBETCTBEHHO, U HUKaKNe AanbHenwmne n3ameHeHUss HEBO3MOMXHbI.

Generation Increment between Views — VHTepBan mexgy KapTUHKamu
(3Ha4eHusa ot 1 go 10; no ymon4yaHuto 1). 31O 03HAYaET, YTO AN YCKO-
peHus NpoLiecca MOAENMPOBaHNS Bbl MOXETE NOMy4vaTb KAPTUHY pacn-
pegenenns nonynsauMi He ANs KaXxaoro NoKoNeHns, a Yepes Kaxaple 2,
3, ... 10 nokoneHun.

lMosicHeHUs1 K OKHY eble0o0da pe3ysibmamoe ModeslupoeaHus

Mporpamma npeacTaBnsaeT pe3ynbTaThl CBOen paboThl B BUAE ructorpam-
Mbl pacnpeaeneHus nonynaunin no 4actote annenu A B AaHHOM MOKONEHUN.
Haxmute <Enter> u Bbl yBugmMTE ructorpammy Arist HyrieBoro NOKoNeHns — Bce
nonynsaLuMm MMerT ogHy YacToTy annenun. Kaxgoe nocnefytollee HaxaTtue
<Enter> 3anyckaeT cneaytoLLmMi LIMKN MOAENUPOBAHUS U Bbl BUOUTE KapTUHY
pacnpegeneHnst NoNynsaLuni No YacToTe anneny B CneayoLem nokoneHun n
T.4. MOXHO Takke HaxaTb M yaepueaTtb knasuwy <Enter> — Torga kapTuHka
CTaHeT “XnBon” 1 Bbl YBUOUTE HEMPEPLIBHOE U3MEHEHWE pacnpeneneHns Bo
BpemeHu. [Npouecc ByaeT npoaormkaTbCcsa 40 Tex nop, noka B 99% nonynsuui
He npousongeT dukcaums nnu xe ytpata annenn A. O6 aTom nporpamma
n3BecTuT Bac cooblueHneM: “99% populations fixed after N generations” — “B
99% nonynauuin npomsoLuna gukcaumsa cnycta N nokoneHun”.

B BepxHen YacTu akpaHa nporpaMma BbIBOAUT UCXOAHYIO BENUYMHY NOMNY-

NAUUM Y HOMEP TEKYLLLEro NoKONeHUs.
UccnedoeaHue modenu

PekomeHayem HayaTb paboTy C napaMeTpamiu, yCTaHOBMEHHbLIMM MO YMO-
YaHuto. 3aTeM UCMONb3YINTe UHbIE 3HaYEHUS BENNYUHBI NMONyNsuun (Bo BCEM

BO3MOXHOM MHTepBarne ot 1 8o 16) n ucxogHoro Yncna annenen A (He 3abbl-
BanTe, 4TO obLLee Yncno annenen B reHodoHae He MoxeT bbITb 6onbLue 2N).
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Bawa 3agaya — BbISICHUTb, Kak AWMHaMuKa pacnpegeneHvs nonynsuvm no
YyacTtoTe annenu A, Bpemsi, Heobxognmoe Ans pukcaunm Unv noTepuw annenu
B 99% nonynsauun, N xapakTep KOHEeYHOro pacnpegeneHus nonynauum ot
3aBUCHAT UCXOOHOW BENUYMHbBI NONYNSAUMA U HaYanbHOW YacToThbl annenu?

11. OApenc n otb0p
(Drift and Selection)

[aHHas nporpamma MogenupyeT OencTBMe ecTecTBEeHHOro otbopa B
nonynaumMm Hebonbloro pasmepa, T.e. B CUTyauuu, Korga reHeTU4eckun
Opend MOXeT oKasblBaTb 3aMeTHOe BNUAHWE Ha annerbHble YacToTsl. Mcno-
Nb3yA pasnU4YHble 3Ha4YeHNs BENMYMHBI NONYNSALMM M OTHOCUTENBHON NPUCNO-
COOMNEeHHOCTM reHOTUMOB, Bbl MOXETE MOAENMPOBaThb NPOLIECCHl B3aUMOAEN-
cTBMSA Mexay ApendoM 1 0TOOPOM B pasnmyHbIX cuTyauusx. ns mogenvpo-
BaHMA fApendra nporpamma ucnonedyet meton MoHTe Kapno; pgencrteue
oTbopa 3agaHo B COOTBETCTBMM C 6a30BOM O4HOMOKYCHON MoAenbio oTbopa.

Kak n3BecTHO, OCHOBHbIM pe3yrnbTaTtoM Apenda ABngeTcs yMeHblUeHne
reHeTMYEeCKOM MU3MEHYMBOCTYM B MoNynaumn. Ecnnnonynaums numeeTt KOHeYHbIe
pasmepbl, TO B Nt06OM JaHHOM FOKyCce B pe3ynbTaTe criyyanHoro gpenda
paHbLUe U No3xe AoMMKHa NPoU3oNTHN PUKcaLms OQHOMN U3 anreren n IoKyc
CTaHeT roMO3UroTHbIM. CKOpPOCTb rOMO3UroTM3auun 3aBUCUT OT BENUYUHBI
nonynauuu.

EcTecTBeHHbIN 0TOOP MOXET, B 3aBUCUMOCTU OT YCIOBUIA, KaK YCTPaHATb,
Tak 1 NoAAepXuBaTh reHeTUYECKY0 UIBMEHUMBOCTL B nonynsiuun. HanpasneH-
HbIh 0T6OP B MOMb3y OAHOW M3 FOMO3WUIOT NPUBOAMT K MOCTENEHHOW anu-
MUHaUUN anbTepHaTMBHOW annenu u roMo3uroTnsaLmMm AaHHoro nokyca. B 1o
Xe BpeMsa oT6op B NoMb3y reTepo3nroT co3gaeT yCTONYMBLIN NONIMMOPE U3M,
T.€. COXPaHSIET reHeTUYECKYI0 N3MEHUYMBOCTb MO AaHHOMY JTOKYCY.

B cuTyaumm npeBocxoacTBa reTepo3nroT BO3HMKaeT cBoeobpasHoe NpoTu-
BobopcTBO Mexay oTbopom u apendom: oTbop “cTapaetcs’ coxpaHUTb
NM3MEHYMBOCTb, a Apend “nbiTaeTca” ycTpaHuTb ee. Kakon n3 ¢akTtopos
aBonouMmM nobeauT B 3TOM “cxBaTke”, 3aBUCUT OT COOTHOLLEHUS cun oTbopa
n gpendpa. Apend o4eHb CUNbHO BO3AENCTBYET Ha anneribHble YacToThbl, €CNK
nonyndauMa Mana, Ho BNusiHMe ero ocnabesaeT C yBenuyeHWem pasmepa
nonynauuun. [JaeneHne otbopa onpegenseTca pasnuinsamMm npucnocobneH-
HOCTeW reHOTUMNOB.

M. Kumypa (1985) npegnoxunn npaktnyeckun cnocod npubnmanternsHon
OLIEHKN COOTHOLIEeHUs cun oTtbopa u apenda. Ecnn N — a1o adhdpekTnBHas
BeNnu4yMHa nonynsaumm, a s —ato koadpuumeHT otbopa npoTnsB 06enx romo3u-
rot (T.e. X OTHOCUTENbHAsA NPUCNOCOBNeHHOCTb cocTaBngaeT 1-s, a npucno-
cobneHHOCTb reTepo3nroTbl pasHa 1), To gencTeme otbopa nepecunveaeT
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apend korga4Ns>> 1, a BnusiHue gpenda npeobnagaet korga4Ns << 1. 910
0O3HavaeT, YTo B NEpPBOM Cry4ae OTOOPY, Kak MPaBuro, ygaeTcs CoOXpaHuUTb
N3MEHYMBOCTb B JAHHOM FlIOKyce, a BO BTOPOM Clyyae M3MEHYMBOCTb, Kak
npaBuno, ucyesaeT B pesynbTaTe cnyyYyanHoro agpenda. B cutyaumum, korga
BenunumHa 4Ns Gnu3ka Kk 1, Mbl HE MOXeM MpefckasbiBaTb pe3ynbTaThbl
B3auMOeNCTBUS Mexay 0TOopoM 1 Aperdom, MOCKOMbKY OHM ByayT 3aBMCeTb
TOMbKO OT cnyyas.

MNMpakTnyeckasa pabota c Mmogenbro
lMosicHeHus1 K OKHYy ee0o0a napamempoe modesiu

Please enter the following values — [loxanyticma, esedume crnedywuj,ue
3Ha4YyeHus:

Population Size, N — BenuumHa nonynsumm — OcTaeTcsd NOCTOSHHON B
TeyeHue Bcero npouecca (3HadyeHnst ot 1 go 500).

Initial Gene Frequency, p — VcxogHasa yacTtoTa reHa, p — HavanbHas
yacTtoTa annenu A (3HaveHus ot 0 go 1).

Enter the genotypic fitnesses — Beedume npucrnocobrieHHocmu 2eHomuros —
OTHOCUTENbHbIE MpUCNOcO6neHHoCTM reHoTunoB WAA, wAa 1 waa
MOTyT NpUHMMaTh 3HayeHus ot 0 go 1, Ho ogHa 13 npucnocobneHHoc-
Ten oba3aTenbHO A0oMKHA ObITh paBHa eaAnHULE.

How many generations do you want to simulate? — CKoibKO rokoneHud bl
xomume npomodeniuposams? — Y CTaHOBUTE YMCMO NOKONEHU oT 1 0o
1000. Kak npaBuno, ans HabnwogeHusa addekToB B3anMoaencTaus
apenda n otbopa 4OCTAaTOUHO YCTAHOBEHHOrO MO YMOYaHWo Bpeme-
HK, paBHoro 500 NoKoneHu.

lMosicHeHUSsI K OKHY eblieoda pe3ysibmamoe modenupoeaHusi

Haxmute <Enter> u Bbl yBuanTe pesynbtatbl MOAennpoBaHusa. Haxatne
<Esc> BepHeT Bac B OKHO BBOga napameTpoB. HoBoe HaxaTue <Enter>
3anyckaeT crneaylLlun UUKN MOLENMPOBaHUA C MPEXHUMU UCXOAHbIMU
napamerpamu, HO pesynbTaTbl ero 6yayT y>Ke UHbIMU.

Mporpamma npeacTaBnsieT pesynbTaThl CBOEN paboThl B BUAE AuarpamMmmbl,
NnoKasbIBaloLLEeN criydyarHble USMEHEHUS p — 4acTOTbl annenu A B nonynsiuum
OT MNOKONeHNs K nokoneHuto. Npadumk 3akaHYMBaETCA B TOT MOMEHT, Koraa B
pesynbTate gperda unm otbopa vyactota ctaHoBuUTCH paBHon O nnu 1, T.e.
npoucxoaut dpukcaums B reHopoHae nnbo annenu a, nmbo A.

B BepxHen yacTu akpaHa nporpaMma BbIBOAUT 3HAYEHUS1 BCEX UCXOOHbIX
napameTpoB.

46



UccnedoeaHue modenu

3aech, Kak 1 B 6a3oBov mogenu gpenda, Kaxabln LMK MOAenMpoBaHns
C OQHUMM U TEMMU XXe NapamMmeTpamun JaeT MHble pe3ynbTaTbl BCreacTeme CTo-
XacTM4HOCTU npouecca. [MoaTomy, nccneays Kaxayto CUTyaumio, Bbl JOIMKHbI
3anyckaTb NporpamMmmMy MHOrokpaTHO (He MmeHee 10 pas), KaXabiv pa3s 3anuchbl-
Bas NOMyYeHHbIN pe3ynbTaT, a 3aTeM yXe AenaTb BbIBOAbI aHanM3npys BCO
BbIOOPKY NPOBEAEHHBIX UCMbITAHUNA.

1. PexomeHaoyem HauyaTb paboTy Cc napameTpamu, YCTaHOBMEHHbIMU MO
ymonyaHuto. OHuM BOCNPOU3BOAST HEYCTONYMBYIO CUTYaLMIO, B KOTOpoW nobe-
Xpaet 1o gpendy, To oToop. 3anycTme nporpaMmmMmy MHOFOKpaTHO, Bbl yoeauTech
B 9TOM M CMOXeTe BeCTu cyeT “nobenam” n “nopaxeHmsm” obenx cun. Kak un
noyemy M3MeHsieTcs 3TOT “cyeT” MpU YMEHbLUEHWM U YBENWYEHUM yucna
nokoneHun? MNoyemy Bcerga nponcxoaut noteps annenun A? Kak gobutbcs
NPOTUBOMONOXHOro pesyrnbtata? CKonbko B CpeaHeM MpOXo4MT NMOKONEHUN
00 dukcaumm annenu n oT Yero 310 3aBUCKT?

2. Tenepb nepengnte K CAMMETPUYHON CUTYyaLmMK, Koraa npucnocobneH-
HOCTM 06enx roMO3UroT OAMHAaKOBbI. Viccnenywte ee, UCNOMNb3ys pasnuyHble
3HauyeHus npucnocobneHHocTM romo3unroT (Hanpuwmep, 0.9, 0.8, 0.5, 0.2, 0.1,
0.01, 0.001) BO BCeM BO3MOXXHOM UHTEpBarne 3Ha4eHnn BerMYMHbI Nonynsaunm
ot 1 go 1000 (Hanpumep, 5, 10, 25, 50, 100, 250, 500, 1000). Mpn 3TOM Kax-
OblA pa3 3anucbiBanTe BBEAEHHbIE NapameTpbl U NOMyYEHHbIE pe3ynbTaThl.
Balua ocHoBHasa 3agaya — NpoBepuTb CnpaBeannBOCTb “npasuna Kumypsl” n
noATBepAMTb 3TO NOMYYEHHbIMU LMEPOBLIMU AaHHBIMW.

3. Vlccnepyrite BNvsHWE Ha XO4 npoLecca UCXOAHOW YacToThl annenu A
(Hanpumep, 0.1, 0.5, 0.9) B TOM e cummeTpU4HON cuTyauuu. NMogxoasias
Ons aToro BenuymHa nonynsaumm — 50 ocoben. MiameHsaeTca nu BeposaTHOCTb
dukcaLmm unmn noTepm annenun B 3aBUCUMOCTM OT ee UCXOAHON YacToThbl? Kak
BNUSIET Ha 3TO MHTEHCUBHOCTL OTHopa?

12. UHGpUuANHr
(Inbreeding)

Mporpamma MogenupyeT AercTBne MHOPUAMHIA B COMETAHWM C reHETUYeC-
KuM gpenricoom B NOMNynsiuyy KOHEYHOro pa3mepa npu nosiHOM OTCYTCTBUM
otbopa. [na mogenupoBaHusa aperda ucnons3osaH meton MoHTte Kapno.

Kak n3sectHo, 6rM3kopoACTBEHHOE CKpeluuBaHue, NpUBOANUT K FOMO3UIo-
TM3aLMKM 1 NOTEPE reHETUYECKOWN M3MEHYMBOCTU. [11151 KONMYECTBEHHOM OLLEHKU
3TOro nNpouecca UCnonb3yoT KOagpuyueHm uHbpuduHea F, onpeaensieMbii
Kak BEpOATHOCTb TOro, YTO Npu 06pasoBaHny 3UroTbl O4EPESHOro NOKONEHNs
B OHOM M3 €€ JNTIOKYCOB OKaXyTCH annenu, naeHTUYHbIE N0 NPOUCXOXAEHNIO,
T.€. nosiBMBLUAACSA 0cobb ByaeT No JaHHOMY NOKYCY ayTO3UrOTHOWN.
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HNdeHmuyHOCMb MO NPOUCXOXOEHUH 03HAYaeT, YTO AaHHbIe annenuy ABnsT-
Csl KOMUSIMW OZIHOM U TOW Xe annenu, HaxoAMBLUENCs B reHoTune O4HOro 13
npegkoB gaHHow ocobu. lMpu F = 0 6rnmM3kopoaCcTBEHHOE CKpellMBaHue B
nonynsumm otcytcTByeT. 3HayeHne F = 1 o3HavaeT NonHbI MHOPUAWHT; Npu
3TOM BCce 0cobu B NonynsiumMm reHeTU4eCKN MOEHTUYHBI.

KoadhpumumeHT F MOXXHO paccumTaTb Ha OCHOBE Teopun MHOPMANHIa, KOTO-
pas npy paccMoTpeHUn NonynsaLmMm repMapoanTHbLIX OpraHM3MOoB NPUBOANT
K cregytoLen popmyne, cnpaBeasIMBoN TOMbKO B CUTyaunn, koraa adhdekTme-
Has BenuyuHa nonynsauum N, OT NOKONEHUSA K MOKONEHUI0 He N3MEeHAEeTCs:

Fo=1-—(1-1/2N,) (31)

roe F, — koadbumumeHT nHbprnamHra B nokoneHun t. Npegnonaraetcs, 4To
KoabdPULMEHT NHOPUAMHIa B HyNeBOM MOKOMeHUn 6bin paBeH Hyto.

B cnyyae oboenonon nonynsauum n npm ycrnosun, 4To COOTHOLLIEHWE NMOMOB
Bcergacoctasnset 1:1, a acpdekTnBHas BenuymMHa nonynsunm Takke He n3ve-
HAeTCH, NpuMeHMMa criegyrolasa gpopmyna:

Fo=1-(1-1/N,) (32)

OTn ypaBHEHMSs1, KaK U gpyrve teopeTudeckme pas3paboTku KU 3Kcnepu-
MEeHTanbHble UCCNEeAOBaHUSA, MOKAa3bIBAKOT, YTO B OTCYTCTBME WCTOYHWUKOB
reHeTU4eCKON N3MEHUYNBOCTH (MyTaLun, MOTOK reHOB) KOIPPULNEHT NHOPU-
OWHra B MnonynauuMm KOHEYHOro pasmepa [OIKEeH Bcerga Bo3pactatb OT
MOKONEHUS K MOKONEeHnto. B pesynbTaTe BEPOATHOCTL TOro, 4TO 0cobu B Gonee
No3aHWX nokoneHuax byayt obrnagaTe KONUAMM OOHOW M TOM Xe NpeaKoBow
annenu, HenpepbIBHO Bo3pacTaeT, T.e. Nonynsauusa ctaHoBUTCA Bce Gornee
roOMO3WroTHOW. OTOT MpoLecc naet Tem bbicTpee, YEM MeHbLLEe MOoNynsauns,
YTO HEMNoCcpeaCcTBEHHO crieayeT U3 ypaBHeHun 31 u 32.

OpHako, B 3TOT NpoLecc NraBHOro Bo3pacTtaHust UHopeaHOCTM Nonynsiuum
BMELLMBAIOTCS CTOXaCTMYECKME NPOLIeCChl reHeTu4eckoro aperida. Mo umcton
CNy4arHOCTM HEKOTOpbIE ansienu MoryT ObITh YTEPSAHbI, APYrue Xe yBenuyat
CBOW 4acToTbl. [1oaToMy KO3(PMUMEHT MHOPUAUHIA MOXeT B pesynbTaTe
apenda To Bo3pacTaTb, TO yMeHblUaTbCcs. ECTecTBEHHO, YTO BNUsHUE apenda
TeM 6onee BblpaXXeHOo, YeM MeHbLLEe NonynsaLumns.

Takvum o6pa3om, ecriv Mbl paCCMOTPUM HEKOTOPOE MHOXECTBO NOMYNALMNA
OAMHaKOBOW BENUYMHbI, TO AaXe NpW Hanuynm NOAHOM NaHMUKCUK KO3 puLm-
€HT MHOpuAuHra B Kaxaow u3 HuX OyaeT U3MEHATbCH U3 MOKONEeHusa B
rnokoneHue no-pasHomMy. YpasHeHusa 31 n 32 gatot Ham oxudaemoe 3HavyeHue
F, Ho B gencTBMTENBHOCTM HabnaalTca BapuaLMm BOKPYr 3TON oxXunaaemMon
BENUYMHbI, 06YCNoBNeHHbIe CrydYanHbiMy npudnHamMu. MpocTo no Borne cny4vas
KoadhpULIMEHT MHOPUAUHra B OAHOM NONynsuun MOXeT npubnumxaTteca k F =1
ObICTpee, YeM OXUOAETCs, B OPYron e NonynsuMm OH, HanpoTUB, MOXET B
Te4YeHne HEKOTOPOro BPEMEHN YMeEHbLLATbLCA.

OpHako, B ntoboM cnyyae, ecnu B NpoLiecc He BMELUMBAOTCA UHblE dhak-
TOPbI, APENT HEMUHYEMO NPUBOAUT MNONYNSLMIO K NONHOW FOMO3MroTu3aumu,
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korga F = 1. Bce peanbHble NoNynsiLyum ABUXYTCS B STOM HanpaBneHuu, pas-
nnYaschb TONbKO TeMNamu NpUBNIMKEHUsT K KOHEYHOMY COCTOSHMIO.

MNMpakTnyeckasa paborta c Mmogenbro
lMosicHeHus1 kK OKHYy ee00a napamempoe modesu

Please enter the following: — lNoxanyticma, egedume cnedyrouee:
Population Size, N — BenuumHa nonynsaumm — OcTaeTcs NOCTOSIHHOW B
TeyeHue Bcero npouecca (3HadyeHust ot 1 go 500).
For how many generations would you like to run this model? — Kak mMHo20
riokoneHud bl xomenu 6bl npomodenupogame? (3Ha4eHns ot 1 go
300).

lMosicHeHUs1 K OKHY eble00da pe3yJsibmamoe ModeslupoeaHus

lMporpamma mogenupyeTt noBeaeHne repmacpoguTHON NONyNALMN KOHEY-
HOro pasmepa v npeacraBnseT pesynbTaThl CBoen paboTel B BUuae rpaduka,
nokKasblBatoLLLEro U3MeHeHus 3HadeHus koadduuneHTa nHbpuamHra F ot noko-
nexHus k nokoneHuto. OgHa u3 NUHWUIM (3eneHas) nokasbiBaeT BenuuuHy F,
TEOpETUYECKN OXKMAaEMYI0 B COOTBETCTBUM C ypaBHeHuem 31 (F Theoretical),
ABe Apyrue — pesynbTtaTbl MogenmpoBaHus Mmetogom MoHTe Kapno: xenTtas
NWHWSA — AMHaMKUKa A0NW ayTo3uroTHelx ocoben (Individual Autozygosity);
CUHAS NUHUA — 3HaYeHne koadpduumeHTa nHbpuanHra (F Monte Carlo).

HaxmuTe <Enter> 1 Bbl yBuauTe pesynbtaThl MOgeNnpoBaHus. HaxaTtue
<Esc> BepHeT Bac B OKHO BBoAa napameTtpoB. HoBoe Haxatue <Enter>
3anyckaeT cnegylowmuin LMK MOOENUPOBaHUSA C NPEXHUMU WCXOAHbLIMU
napameTpamu, Ho pesyrnbTaTbl ero 6yayT yXXe MHbIMW.

UccnedoeaHue modenu

3aechb, Kak u B 6azoBon moaenu apenda, kaxabii LMK MOAeNnMpoBaHNS
C OAHUMU 1 TEMU Xe NapamMeTpamMu AaeT UHble pe3ynbTaTbl BCNeACTBME CTO-
XacTU4HoCTKU npouecca. NMoaTomy, uccnenys Kaxxayo cutyauuto, Bbl JOMKHbI
3anyckaTb nporpammMmy MHorokpaTtHo (He MmeHee 10 pas), KaXabli pas 3anuchbl-
Basi MONMYYEHHbIN pe3ynbTaT, a 3aTeM YXe AenaTb BbIBOAbl aHanu3npys BCto
BbIOOPKY NpoBEeAEHHbIX UCMbITaHWUNA.

Wcnone3ynte npu pabote dyHkumio F4, 4ytobbl Bcerga BUAETb Ha 3KpaHe
pes3ynbTaThbl NPeALWeCTBYIOLWEro Lukna MmoaenmpoBaHus.

1. PekomeHayem HavaTb paboTy C napameTpamu, YCTaHOBMEHHbLIMU MO
ymon4aHuio. Nposeaute He MeHee 20 UMKINoB MoAennpoBaHus. Yem pasnuyaroT-
csl ux pesynbTaThl? Kak CUMbHO U B KaKyto CTOPOHY MOTYT OTKIMOHATLCA pea-
NbHblE M3MeHeHns F oT TeopeTuyeckn oxnagaemon ero AUHaMUKN?
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2. Tenepb vccneayte Moaenb, MCNOMb3ys pa3nuyHbIE 3HAYEHWS BENUYM-
Hbl MOMysiLUK BO BCEM BO3MOXHOM MHTepBane ot 1 go 500 (Hanpumep, 5, 10,
25, 50, 100, 250, 500). YTo MeHsieTCA NpK yBENUYEHUN Nonynsaunn? NameHsaeT-
cs1 Nn BapmabenbHOCTb NpOoTeKaHMs npouecca?

3. Vicnonb3ynTe 6onbluee YMCNo NokoneHun (3To notpedyeT n 6onbLInx
3aTpaT BPEMEHU Ha BbIMUCIIEHWUSI, OCODEHHO MPY MaKCMMarnbHO BO3MOXXHOW
BEMMYMUHE NONynsLUmMKM), 4Tobbl YBUAETb, KaK NONynsLMs 4OCTUraeT COCTOSIHUSA
nonHon mnHbpegHoctn npu F = 1. Kak 3aBucut Bpems, Heobxogumoe Ans
OOCTWKEHNSI 3TOI0 COCTOSIHUSA, OT BENMYUHBLI onynsauun? Mpuy kako BenuynHe
nonynaumm gns 3Toro, Kak npaeuno, yxe HegoctatovHo 300 nokoneHunn?

13. OT6Op, NOTOK reHOB U KNNIMHaNbHAasA U3MEH4YMBOCTb
(Selection, Gene Flow and Clines)

lMoTOK reHoB HepeaKko paccMaTpuBaloT Kak HEKUA “Krnein”, CBA3bIBAOLLNI
pa3sHble nonynsumm 6uonornyeckoro Bmga B eguHoe uenoe. OH cnocobeTByeT
YMEHBLUEHNIO TEHETUYECKNX PasnMUnii, BO3HUKAKOLWMX B PA3MMYHbIX MOMy-
nAuMax BCneacTsBMe MyTaLuuKW, reHeTudeckoro Apenda n reorpaduyeckomn
N3MEHYMBOCTU HanpaeneHns U CUIbl ECTECTBEHHOIO oToopa. Takum obpasom,
MOTOK rEHOB M IoKalbHble Bapuauun HanpaeneHust otbopa noTeHumManbHO
CNocobHbl B3anMOAENCTBOBaTL Mexay coboun, cos3gaBas v noggepxuseas
reorpacdhnyeckyto UI3MEHUYNBOCTb MONYNSUNA. DTOT O4EHb UHTEPECHbIV 1 BaX-
HbIV aCNeKT MUKPOIBONIOLUKN Takke MOXET ObITb NPpeaMETOM MaTeMaTUYECKO-
ro MmogenupoBaHusl.

B paHHOM nporpamme Mcnonb3oBaHa MoAenb B3aUMOOENCTBUSA MOTOKa
reHoB n otbopa, paspaboTtaHHas [xoHom 3Hanepom (Endler, 1973). Ona
NCXOANT U3 NPeanonoXeHUs, YTO NONynsiLuna COCTOUT M3 MHOXECTBa Mony-
N30NUPOBaHHbIX AEMOB, IMHENHO PACNOSIOXEHHbIX BAOMb HEKOTOPOro rpagu-
eHTa cpeabl. HanpaeneHue n cuna otbopa 4eNCTBYIOLLEr0 B KaXKA0M U3 [EMOB
3aBUCAT OT €ro NONOXeHUs Ha 9TOM rpaaneHTe. B kaxxaom nokoneHun npomc-
XOONT MUrpaLnsa HEKOTOPOKN (hMKCMPOBAHHON 0NN ocober 13 Kaxaoro gema
B AiBa COCEACTBYHLLMX C HAM Ha rpaaueHTe.

B Hawwen mogenun ncnons3oBaHa nonynaums u3 50 aemos, NMHENHO pac-
NMONOXeHHbIX BOOMNb rpaaneHTa cpenbl. Cuna un xapaktep gencteust otbopa Ha
HEKOTOpbIV AnannenbHbIA NTOKYC UBMEHSIIOTCS Ha 3TOM rpaMeHTe cornacHo
OZIHOW U3 YeThbIpeX CXeM:

1. FpadueHnm. MpucnocobneHHocTb reHoTUNa AA NMMHENHO YMEHbLLIAETCS,
a npucnocobneHHOCTb reHoTUNa aa NMHENHO Bo3pacTaeT oT Aema 1 Kk gemy
50. MNpwn aTOM NpMCNOCOBNEHHOCTb reTEPO3UTrOThbl HEU3MEHHA N UMEET NpoMe-
XKYTOUHYIO BENTUYMHY MEXAY MakCUManbHOW U MMHMMAInbHOWM NpucnocobneH-
HOCTSIMW FOMO3UIOThl.
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2. Mpeumyuwecmeo eemepo3uzom. [lpucnocobneHHocTb o0b6eunx
FOMO3UroT BapbMpyeT TOYHO Tak ke, Kak 1 B NpeablayLLe CXeme, HO reTepo3nro-
Tbl UMEIOT MNOCTOSIHHYIO U HE3aBUCUMYIO OT MONOXKEHMST MPUCNOCOBNEHHOCTD,
KoTopas B Nnoboi Touke rpagneHTa npeebilaeT NPUCnocobeHHOCTb FOMO3K-
roTbl MUHUMYM Ha BenuuuHy “h,”.

3. JlokanbHoe npeumyuwjecmeo 2emepo3uzom. [pucnocobneHHoCTb
00emnx roMo3unroT onATb N3MEHSAETCS TOYHO TakK Xe, Kak U B cxeMe “rpagueHT’,
HO M MPUCNOCOBNEHHOCTb reTepo3nroT Takke BapbupyeT B MPOCTPaHCTBE,
BCerga mnpeBblas MnpuMCcnocobneHHoCTb Haubonee npuMcnocoOneHHoOW B
AaHHOW TOYKE rOMO3UroThl Ha HEKOTOPYIO BeNu4uHy “h,”.

4. Yacmomo-3aeucumbili omb6op. ImeeT MecTo onTMMarnbHas YacTtoTa
annenu A, kotopas ymeHbLuaeTcs ot gema 1 k gemy 50. MpucnocobneHHoCTb
KaXkgoro reHoTuna B KakaAoM Jeme 3aBUCUT, TakuM obpasom, OT TOro, Hacko-
NbKO ero 4actoTa OTKINOHSeTCSA OT ONTUMarnbHOMN, YMeHbLUAsICb C POCTOM 3TOr0
OTKIOHEHNS.

B fgononHeHne K 3TUM YeTbipeM pasfnuyHbIM cXxemam OeWcTBUs oToopa
nporpamMma no3BonsieT Takke N3MEHsTb ero UHTEHCUBHOCTb. [1Ns 3TOro ncno-
Nb30BaH NapameTp “s”, onpegensoLWwmnn MakcumarnbsHy BENUYUHY NPUCNOCcob-
NEHHOCTM romMo3uroTel AA 1 xapakTtep M3MeHeHus cunbl oTbopa oT aema K
aemy crnegyowmm obpaszom. OTHocKUTENbHasA NPUCNocobneHHOCTb reHoTuNa
AA coctaBnseT: sBaeme 1, (s—1s/49) B geme 2, (s—2s/49) B aeme 3, (s—3s/49)
B aeme 4 n1.4. BNnoTb A0 (s—49s/49 ) B neme 50. Takum obpasom, ecnms = 1,
TO npucnocobneHHocTb romo3uroTel AA nsmeHsietca ot 1 8 geme 1 go 0 B
aeme 50. Ecnn ke s = 0.5, To npucnocobneHHocTs BapbupyeT oT 0.5 B aeme
1 oo 0 B geme 50. CnegyeT yunTbIBaTh, YTO NPUCNOCOBNEHHOCTb FOMO3UIOThI
aa M3MeHsieTcs BOONb rpagueHTa obpaTHbiM 0Opa3oM MO CpPaBHEHMIO C
romosuroton AA.

MHTeHCMBHOCTb MUrpaumi ocoben 3agaHa napameTpom “g”, onpenensio-
LLMM 0110 0c0oBen, NnepecensoLLnXCs B KaXXA0M NOKONEeHNW U3 AaHHOMo AeMa
B ABa COCeAHUX, NpMYEM MOMOBUHA UX NoMNagaeT B NpeablayLni, a gpyras
NnonoBmHa — B nocreayroLmnn Ha rpagneHte aem. femol 1 u 50 nonyyatoT no
“g” MUrpaHTOB TONbKO U3 OAHOIO COCEdHEro Aema W CTOMbKO Xe ocoben
nepecenseTcsl U3 HUX B COCEAHUIN OeM.

Bonee nogpobHoe onucaHve faHHOW MOoAENnu Xenatowime MoryT HauTu B
ctatbe ee aBTopa (Endler, 1973).

MNMpakTnyeckasa pabota c Mmogenbro
lMosicHeHus1 kK OKHy eeo0a napamempoe modesu
Which mode of selection will you impose — Kakyro ¢popmy ombopa ebi 6ydeme

ucrionib308amb? — BblbepuTe 0aHY U3 YeTbipex Cxem AencTeusa otbopa
(cm. Bbiwe): Gradient — Gradient Mode ('pagueHT); Het Advtg —
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Heterozygote Advantage Mode (MNpenmyLiecteo retepo3uror); Local
Het — Local Heterozygote Advantage Mode (JlokanbHoe npenmyLLecTBO
retepo3uroT); Freq Dpdnt — Frequency Dependent Mode (YacTtoTo-
3aBUCUMBbIV OTOOP).

3aTem BBeAWTE 3HAYEHMS CriegyroLWwmnx napameTpoB:

S — onpegenseT MIHTEHCMBHOCTbL OTOOpa 1 XxapakTep ero UaMeHeHus BAOMNb
rpagueHTa (cm. Bbiwe). MoxeT BapbmpoBaTb oT 0 go 1.

g — onpegensieT MHTEHCUBHOCTb MUrpaunst ocoben mexay gemamm (cum.
Bbiwe). MoxeT BapbuposaTtb oT 0 go 1.

h1 — MUHMManbHOE cenekTUBHOE NPeMMyLLEeCTBO reTepO3UroT No CpaBHe-
HUIO romMosurotamu. [lapameTp MCNOMb3yeTcs TOMbKO B pexume
“MpenmyLecTBo reteposnroT” (CM. Bblwwe). MoxeT BapbupoBaTb 0T 0 40
1. MNpwn aTOM, OOQHAKO, BENNYUHA S HE MOXET BbiTb BonbLue, yem (1-h1).
Ecnn Bbl ucnonb3dyete 3HaveHWs, He YAOBMETBOPSOLUME ITOMY
YCNoBuio, NporpammMa aBTomaTuyeckn BBeeT KOPPEKTMBBI.

h2 — noctosiHHOEe cenekTUBHOE MPenMyLLEeCTBO reTepo3nroT No cpaBHe-
HUO C Hambornee NpMCNOCOBNEeHHOW B AAaHHOM AeMe FOMO3WUIroTOW.
MapameTp ncnonb3yeTcs TONbKO B pexume “fllokanbHoe npenmyLLecTso
retepo3urot” (cMm. Bbiwe). MoxeT BapbupoBaTtb o1 0 go 1. Mpu aTom,
OfHaKo, BennynHa s He MoxeT ObiTb Bonblie, Yem (1-h2). Ecnun Bbl
ucrnonb3dyete 3HadeHus, He yOOBMETBOPSAKLIME 3TOMY YCIOBMUIO,
nporpaMma aBToMaTU4eCckn BBEAET KOPPEKTMBBI.

How many generations would you want calculated between each view? —
CKorbKO MoKorieHUl O0/MKHO rMpoxodumb Mexdy nocredogamernbHbIMU
KapmuHkamu? Beegnte BenuunHy nHTepeana (B NOKONeHMsx), KOTOPbIn
nporpaMmma 6yaeT NpocuUnTbiBaTh MEXOy ovepeaHbIMuM KapTuHKamu. Mo
ymondanutio — 10; MUHMMansHas BennymHa — 1, makcumansHas — 10000
MOKONEHUNA.

lMosicHeHuUs1 K OKHY eble0o0a pe3yJsibmamoe ModesiupoeaHus
PesynbTatbl paboTbl NporpamMmel NpeacTalnT B Buae rpadmka, nokasbl-
BalOLLEro M3aMeHeHne 4acToTbl annenn A BOOnb rpagueHTa cpeabl, n3obpa-
»Kaemoro ocbto abcumcc, T.e. oT gema 1 cnesa o gema 50 cnpasa. NepBoHa-
YanbHasi YactoTa annenu A Bo Bcex gemax Bcerga coctaensieT 0.5. Moatomy
nocne nepBoro Haxatusi <Enter> Bbl yBuauTe KapTMHy pacnpeaeneHnsi 4YactoT
B nokonexumn 0. 310 NnpsiMas NMHKS, Npoxoasiias Ha ypoBHe YacToTbl p = 0.5
napannenbHo ocu abeumncc. MNocne Kaxxgoro nocneaytowero Haxartus <Enter>
Bbl ByaeTe BMAeTb pesynbTaThl MOAeNnnpoBaHusa npouecca yepes 10, 20, 30
W T.4. NOKONEHW (B 3aBUCUMOCTM OT MHTepBana, KOTOpbIN Bbl YCTaHOBUIMMU
caMu — cM. Bbllwe). KapTMHa cHavyana meHsieTca BbICTpo, a 3aTem npouecc
3amegnseTtcs. NoaTomy Haxmute knaeuwy <Enter> n yaepxueanTte go Tex
nop, Nnoka nporpamMmma He Bbl4acT COOBLLEHNE O TOM, YTO CUTyauus Gnuska K
paBHoBecHow: “The cline is near equilibrium. All 50 deme frequencies are
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constant to within 1% per generation” — “KnuHa 6nu3ka k paBHOBECUIO.
YacTtoTbl Bo Bcex 50 gemax KOHCTaHTHbl B npegenax 1% 3a nokonenue”.
[Mocne aToro Bbl MOXETe y3HaTb, CKOMbKO MOKONeHun notpebosanocb Ans
OOCTWDKEHNSI 3TOr0 COCTOSHWSA (HaANMCb HaBepXy aKpaHa

Generations = ...).

MogenupoBaHve nokasbiBaeT, YTO Aaxe Npu OYeHb BbICOKOW WMHTEHCUB-
HOCTM MUrpauuin Mmexagy Aemamm B MonynsLmMm MoXeT BO3HMKATb KNHarnbHas
N3MeH4YMBOCTb, pOpMa KOTOPOM 3aBUCUT OT XapakTepa AencTens otbopa n ero
BapnabernbHOCTN B MPOCTPAHCTBE.

B BepxHen yacTu akpaHa nporpaMma BbIBOAMT Ha3BaHWE UCMONb3yeMOown
CXeMbl AeNCTBUS 0TOOPaA, NCXOOHbIE 3HAYEHNS UCMONb3yeMbIX KO3 ULIMEH-
TOB M HOMEP TEKYLLEro NOKONeHUs.

UccnedoeaHue modenu

PekomeHayem uccnegoBaTb BCe YeTblpe cxembl oTbopa no-ovepeaw,
HayMHasa C YCTAHOBIIEHHOrO MO ymon4daHuio pexuma “I'pagneHT”.

1. FpadueHm. MNonbITanTecb 06GBbACHNUTL, NOYEMY BO3HUKAET MMEHHO TakKas,
pesko CTyneH4aTas, NPOCTPaHCTBEHHas WM3MeH4MBOCTb? VccnegywTte, Kak
BNUSIET MHTEHCUMBHOCTb OTOOpPA (S) U MUrpauun (g) Ha CKOPOCTb AOCTUXKEHUSI
paBHOBECUS U PaBHOBECHYIO KapTUHY pacnpegeneHuns yactot? OT yero 3asu-
CWT KpyTU3Ha “CTyneHn”, T.e. MPOTSHKEHHOCTb NepPexogHoro yyacTtka, Ha KoTo-
pom yacTtoTa annenu A nsmensetrcsa ot 1 go 0? Yto npoucxoauT npu oTcy-
TcTBUM oTbopa (s = 0) n nodemy? Kakas MMHUMarnbHas UHTEHCUBHOCTL oTBopa
Heobxoauma Ans BO3HUKHOBEHMWS NPOCTPaHCTBEHHOW n3MeHUnBocTU? Kakas
KapTuHa MU3MEHYMBOCTM BO3HUKAET NPU NOMHOM OTCyTCTBUM Murpaumm (g = 0)
n noyemy?

2. Mpeumywecmeo 2emepo3zuzom. OObACHUTE, NOYEMY B [aHHOM
cuTyaumuM BOOMb rpagueHTa BO3HUKAET MOYTU NWHEerHas KiuHanbHas
n3MeH4YnBOCTL? WccnenynTte, Kak BrMsieT WMHTEHCMBHOCTb OTOopa (S),
Murpauui (g) n BennyuHa napametpa “h1” Ha ckopoCTb AOCTUXEHUS paBHOBE-
CVsi U1 PaBHOBECHYIO KapTUHY u3mMeH4MBocTn? MNovemy yactota annenu A Hu
B OQHOM TouKe rpagmeHTa He gocturaet 1 unn0? OT yero 3aBUCAT MakCUManb-
Hasg U MMHUManbHag YacToTbl? YTO nNpoucxoauT, koraa otbop cnad u npwm
nonHom oTcyTcTBUM oTbopa (s = 0) n nouemy? Kakass MMHMManbHas UHTEHCKB-
HoCTb oT6opa HeobxoarMa A5t BO3HUKHOBEHUS KIMHANbHOW U3MEHYMBOCTIN?
3aBucuT nNu Habngaemas KapTuHa OT MHTEHCUBHOCTU Murpaumin (g = 0) n
noyemy?

3.JlokanbHoe npeumyuwecmeo 2emepo3uzom. O6bsacHUTE, NoYeMy Npu
TakoM xapakTepe 0Tbopa BO3HMKAeT KrMHamnbHas N3MEeHYMBOCTb, ONUChIBae-
Masi CUrMOMaHOW KpuBOM? Yem oTnuyaeTca oHa oT HabnoaatoLlencs B Bapu-
aHTe “'pagneHT’? Viccnenynre, Kak BMAET MHTEHCMBHOCTbL O0TOOpPA (S), MUr-
pauwui (g) n BenuunHa napameTpa “h2” Ha CKOPOCTb AOCTUXEHUSI paBHOBECUS
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N paBHOBECHYI0 KapTUHY u3MeH4MBocTU? [lovyemy yacTota annenv A Hu B
OAHOM TOYKe rpaguneHTa He gocturaeT 1 unm 0? OT Yero 3aBUCAT Makcmarb-
Has M MUWHUManbHas 4actoTbl? YTo npoucxoauT, korga otbop cnab wn npu
NOfnHOM OTCyTCTBMM 0TOopa (s = 0) n novemy? Kakass MUHUMarnbHast UHTEHCKB-
HoCTb 0T6opa Heobxoamma A5t BOSHUKHOBEHWUS KIMHANbHOW 3MEHYUBOCTU?
3aBucuT nun Habnogaemas kapTuHa OT MHTEHCUBHOCTM murpaumn (g = 0) n
noyemy?

4. Yacmomo-3asucumbili omb6op. OO6bsicHUTE, MOYEMY B [AHHOM
BapuaHTe oTbopa OnATb BO3HMKaeT Onm3kas K fMHENHON KiWHanbHas
n3MeH4MBOCTb? Mccnegynte, Kak BrMSeT WMHTEHCMBHOCTb OTOOpa (S) M
MuUrpauui (g) Ha CKOpPoCTb AOCTWKEHNS PABHOBECUS 1 PABHOBECHYHO KapTUHY
n3MeH4MBOCTU? B kakoM crnyvae 1 nodyemy 4actoTa annenu A MoxeT AOCTUYb
18 aeme 11 0 B geme 50? OT Yero 3aBUCAT MakCcumarnbHas U MUHUManbHas
YacTtoTbl? Y10 npoucxoauT, korga oTbop cnab u Mpu MOSIHOM OTCYTCTBUM
otoopa (s = 0) n noyemy? Kakass MUHMManbHasi MHTEHCMBHOCTbL OTOOpa
Heobxoauma Ans BO3HWKHOBEHWS KIMHAaNbHOW M3MEHYMBOCTU? 3aBUCUT Nn
Habngaemas KapTMHa OT MHTEHCUBHOCTM Murpaumni (g = 0) n nodyemy?

14. AudbdepeHumauusa B noapasgesieHHOM Nnonynauuu
(Population Structure)

MpocTble NonynAUNOHHO-reHeTUYeCKne MoLernu o6bIYHO UCXOAAT U3 Npea-
MOMOXEHWs!, YTO CKpeLiuBaHMe Mexay ocobsmu B nonynsauun npomcxoaut
COBEPLUEHHO CIyYalWHO M YTO YaCTOTbl Pa3fUYHbIX FEHOTUMOB MOryT ObiTb
paccuuTaHbl, MICX0AA U3 annenbHbIX YacToT B rameTHoM nyne. OgHako, ectec-
TBEHHbIM MONyNALUMAM HEPEOKO CBOMCTBEHHA MO3anyHas (O4emMoBas) CTPyK-
Typa, Npu KOTOPOM BEPOSTHOCTb CKpeLLMBaHUS Mexay ocobsamu M3 ogHOro
JemMa ropasfo Bbllle, YeM U3 pasHblx. [logobHast CTPyKTYpUpPOBaHHOCTb NOMNy-
NAUMK NPUBOAMUT K O4EHb MHTEPECHBLIM FEHETUYECKMM NOCNEACTBUSIM, KOTOPbIE
MOXHO NPOUNNIOCTPUPOBATL CNeaYHoLWNM NPUMEPOM.

MMycTb HekoTopas nonynauus Mbllwen, Hacensawwas 6onbwon ambap,
nmMeeT NONMMOPMHLIN AnannenbHbIN NoKyc (annenn A n a), NpoayLmMpyoLWniA,
COOTBETCTBEHHO, ABa M30EpPMEHTA, U Mbl MOXEM ONpeaennTb reHoTun
Kakgon ocobu B aTon nonynaumu. Ecnu ckpelimBaHue B nonynsLumm coBep-
LLEHHO cny4YanHo, a oTbop No AaHHOMY NOKYCY He NMPOUCXOAUT, TO COrnacHo
3akoHy Xapau-BaiHb6epra yactoTbl reHOTUNOB 6yAyT NOCTOSIHHbLI. B YacTHOCTH,
YyacToTa reTepo3uroT coctaBuT 2pq. Ecnmuyactotel annenenp =q = 0.5, Tou
yacToTa retepo3nrot coctasuT Takxke 0.5.

MpeanonoXxum, ogHako, YTO MbILLM PedKo NepemMeLLarnTcs No BCeMy npo-
CTpaHCTBY ambapa, NpeuMMyLLEeCTBEHHO OCTaBasiCb KaAaasi Ha HEeKOTOpon
orpaHuyeHHoM nnowanun. B aTom cnyvae nonynauns Mbillen iBRseTcs “CTpyk-
TYpUpOBaHHOW®, T.e. noapasgeneHHon Ha Hebonblune cybnonynaumu, unm
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aembl. [eHeTnyeckun gpend ByaeT yBenmymMBaTth YacToTy annenu A B OQHNX
AemMax n ymeHblwaTb ee B Apyrux. [peanonoxum, YTo B KOHLIE KOHLIOB B
nonoBuHe A4eMoB YacToTa annenu A B pesynbtaTe gpenida gocTurHeT p = 1,
a B gpyromn nonosuHe — p = 0, T.e. nponsongeT umkcauns nnu noteps aHHon
annenu. YactoTa kaxaoun ns annenem B nonynsunm B LLENIOM Npu 3TOM MOXET
ocTaTbCsl HemameHHow n pasHon 0.5. OgHako, B gemax, rae p = 1, 6yayt
MPUCYTCTBOBAaTb TONbKO reHoTunbl AA, a B Tex, rae p = 0, — NCKMYNTENbHO
reHoTunbl aa, T.e. reTepo3nroTbl BOOOLLE NCHE3HYT U3 nonynsaumn. KoHeuHo,
reteposnrotbl 6yayT BHOBb 06pa3oBbIiBaTbCS BCreAcTBME MUrpauui Mbillen
Mexgy pasHbiMu JeMaMu, HO ux obuias yactota GyaeT Bceraa MeHblue, Yem
3TO NpefckasbiBaeT ypaBHeHne Xapau-BanHbepra. Takum obpasom, aTa
pasHuua Mexay peanbHo HabrnogaeMon 1 oKngaeMomn HacToToN reTepo3nroT-
HbIX MbILLEN MOXET ObITb MCNONb30BaHa Kak nokasaTernb CTENEHN CTPYKTYpUpPO-
BaHHOCTMW, Nogpa3geneHHOCTM Nonynsauum.

Ewe ogHmMm npoueccoMm, Takke NPUBOAALLMM K YMEHbLLEHWIO reTepo3uro-
THOCTM Nonynaummn, aBnseTcs 6nM3kopoaCcTBEHHOE CKpeLLumMBaHue, Unu uHbpu-
OuHa. [Npn MakcManbHON cTeneHn MHbpuanHra — obnuraTHOoM camoonoao-
TBOPEHWU, TOMO3UTOTHbIE 0COBY NPOU3BOAAT TOMBLKO FOMO3UIOTHBIX MOTOMKOB,
ay retepo3nroTHbIX TOMNbKO NOMOBUHA NOTOMKOB ByAeT Takke reTepo3nroTHa.
CnepgoBaTenbHO, B KaXKOOM MOKOMIEHUMM YacToTa reTepo3nroT YyMeHbLLaeTcs
BABoe. B MeHee akcTpemanbHbIX Criyyasix BCTpPe4aeMOCTb reTeposvror B
nonynsumn ybbiBaeT BcrneactBne OGNM3KOPOACTBEHHOrO  CKpeLlnBaHuSs
MeaneHHee, HO BCe paBHO MHOBPWAWMHI BCcerga npuBOAUT K MOCTENEHHOMY
YMEHbLUEHUIO CTEMEHN reTEPO3UTOTHOCTMU.

Sewall Wright (1968) npeanoxmn Heckonbko B3auMOCBSA3aHHbIX NapaMeT-
pOB, MO3BOJISHO LLNX U3MEPATb U PasnmyaTb reHeTUYecKme nocrnencTeus Apen-
da n nHbpuauHra B noapasfeneHHblx nonynaumsax. Bo-nepsbix, 31O Tpwu
napameTpa, U3mepsioLLne CTeneHb reTepo3MroTHOCTN.

Hi—aTo Habnogaemas YacToTa reTepo3nroTHbIX ocober, ycpeaHeHHas no
BceM gemam nonynsaunv. OQHOBPEMEHHO 3TO eLlle U BEPOATHOCTb TOro, YTO
Hekast 0COOb OKaXKeTCH reTepo3nroTHON Mo AaHHOMY JTOKYCY.

Hs—3T0 cpenHss oxugaemas yactoTa reteposnroTHbix ocoben B feme. Ee
BbIYMCNAOT ANSA Kax4oro gema no dopmyne 2pq unu xe 2p(1-p), a 3arem
yCpeaHsIoT AN BCeX AeMOB nonynauun (3gecb p U g — 4acToThl annenen,
Habnogawwmecs B AaHHOM Aeme).

Ht— aTo oxxngaemas yacToTa reTepo3unroT BO BCel NONynsALmu, Belyncnse-
Mas no copmyne 2p(1-p), rae p U q — 4acToTbl annenen B nonynauuu B
uenom.

Ha ocHoBe 3TuX nokasaTenemn reTepo3uroTHOCTU MOXHO paccuuTatb Tpu
koadppumumeHTa uHbpuauHra (Wright, 1968).

KoacbdpuumeHT Fis oueHnBaeT HexBaTKy reTepo3uroT, BO3HUKAIOLLYO B
pesynbTate HeCny4anHoro CKpeLLmMBaHus B KaxaoM geme:

Fis = (Hs — Hi)/Hs (33)
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KoadhdpuumeHT Fst oueHnBaeT HexBaTKy reTepo3nroT, BO3HUKAKOLLYO B
pesynbTaTe nogpasgeneHHOCTU NonynaumMm u cnyyanHoro apenda annenb-
HbIX YacTOT B KaXXOOM JeME:

Fst = (Ht — Hs)/Ht (34)

KoadbdpuumeHT Fit oueHnBaeT obLlyt0 HexBaTKy reTepo3urot BO BCEW
nonynsuMn, BO3HMKAKOLWY Bcneactsme 00eux MpuyunH; gakTuyeckm 3To
CYMMapHbIN KO3IPDULNEHT MHOPUANHTA, BIYMCASIEMbIN KakK:

Fit = (Ht — Hi)/Ht (35)

Hawa nporpamma mogenupyeTt HebornbLLY0 NONyns LMo, NogpasgerneHHyo
Ha 6 4eMOB MOCTOSHHOW 1 OAMHAKOBOW BEMUYNHbI, KOTOPYIO MOXHO U3MEHATb,
3afaBasi TakuM 0bpa3oM MHTEHCUBHOCTb Apeinda. MogenvpoBaHme NpoLeccoB
apenda ocHoBaHO Ha meToge MoHTe Kapno. B kaxgom geme nporpamma
dhopmMmupyeT cny4varHylo BbIBOPKY rameT, KOTOpble AaloT HOBOE MOKONeHune
ocoberi. Kpome Toro, B KaxxaoM MOKONEHUN YacTb ocoben B femMe 3ameLlaroT
“MUrpaHTbl”, reHOTUMNMYECKMe 4acTOTbl KOTOPbIX COOTBETCTBYIOT CPEAHUM
annenbHbIM YacToTam BO Bcen nonynsaumn. MIHTEHCMBHOCTL NOTOKa reHoB
Mexgy gemamu, 3agaetcd napameTpom “4actota murpaumin’, T.e. QOnen
3amMellaeMblX B KaXKOoOM MOKoneHnn ocober, KoTopas MOXeT BapbnpoBaTh OT
0 po 1. MNpu mMogenuMpoBaHUM MUrpauMin nporpamMa Ans kaxgow ocobu B
Ka>kQoM AeMe reHepupyeT cny4darnHoe ymcno B nHtepsane ot 0 go 1. EcnnoHo
oKkasblBaeTCcs Gonblue 4acToTbl MUrpaumin, To 0cobb OCTaeTcs Ha MecTe, a
ecnu 6onblue — ocobb 3amellaeTcsa “mUrpaHToM”, BbiI6paHHbIM B Cry4aiHOM
nopsigke u3 obuiero “nyna MurpaHToB”, annernbHble 4acTOTbl B KOTOPOM
COOTBETCTBYIOT CPEOHUM AN NONynsaLuMM B LENoM.

B 3aBMCMMOCTM OT BENUYMHBI AEMOB Y UHTEHCUBHOCTM NOTOKA FEHOB MEXAY
HUMU MOryT ObITb MOMyYeHbl BeCbMa pasnuyHble pesynbtaTthl. cxoaHble
annenbHble YacToThl B 6 AeMax MOryT ObiTb OAMHAKOBLI, UMK pa3NUYHbI, YTO
MO>HO MCnonb3oBaTb ANS AeMOHCTpaunn adpdekta ocHoBaTens.

[aHHas nporpaMmma mcnonb3yeT AMs BblMUCTIEHUIN YpaBHEHMUS, NpUBEaEeH-
Hble Bbiwe. OgHako, cnegyeTt MMeTb B BUAY, YTO B UCCEQOBaHUAX Ha pearib-
HbIX NONYNALMAX TPUMEHSIIOT 3HAUNTENBbHO Bonee CroXHbIN MaTemMaTUyeckuni
annapar, y4YMTbIBaloLL M OLIMBKY BbIGOPKU 1 AUCNEPCUI0 annenbHbIX YacToT.
[na o3HakoMneHus ¢ 3TMM BOMPOCOM criegyeT obpaTuTbes K cneumnansHon
nuteparype.

MNMpakTnyeckasa pabota c Mmogenbro
lMosicHeHus1 kK OKHy eso0a napamempoe modesu
Please enter a size and a migration rate common to all six demes —

lMoxanyticma, egsedume 3Ha4YeHUs1 YUC/TIEHHOCMU U Yacmomb! Muzpa-
yut, oOuHakossle 0risi 8cex wecmu 0emos:
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Deme Size — BennunHa gema; no ymonyanuto 12 ocoben; MoXeT Bapbupo-
Batb oT 1 go 500.

Migration Rate — Yactota murpaumi, T.e. gons ocoben, 3ameLiaemMbix
MUrpaHTaMU B K&XO0M AEME B KaX0M MOKONEHNMW; MOXET BapbMpoBaTb
ot 0 go 1; no ymonuyanuto coctaenset 0.01.

Set initial frequencies at all six loci Collectively or Independently — YcmaHo-
8UMb UCXOOHbIE Yacmombl 80 8CEX WeCMU /I0Kycax 0OHO8PEeMeHHO
Uslu He3agUCUMO — Bbl MOXETe YCTaHOBUTb OOHY U TY K€ UCXOAHYI0
yacTtoTy annenu A Bo Bcex 6 gemax (Collectively), nnm xxe ncnonb3o-
BaTb 41151 KaXO0ro N3 HUX pasHble 4YactoThl (Independently). Bbibpas
OOWH 13 ABYX BapuaHTOB, BBEOUTE:

Initial Frequency of “A” Genes in Deme 1, Deme 2 ... Deme 6 — Wcxoa-
Has yacTtoTa reHa “A” B geme 1, geme 2 ... geme 6 — MOXeT Bapbupo-
Batb oT 0 o 1 (no ymonuyanuio 0.5).

How many generations do you want calculated between each view? — Ckonbko
riokorieHut O0IMKHO rPoxo0ume Mexx0y rnocriedosameribHbIMU KapmUuHKa-
mu? BeeguTe BENMUNHY MHTEpBana (B NOKONeHusx), KoTopbIv Nporpam-
Ma GyZeT npocynTbIBaTh MeXay ovepeaHbIMU kKapTuHkamu. Mo ymonya-
HUIO — 5; MMHUManbHas BenuymHa — 1, makcnmansHas — 100 nokone-
HUA.

Permit selfing? Yes No - PaspeweHo nu camoornnodomeopeHue? [a
Hem — Heobxogumo BbIbpaTb 0AMH M3 BapuaHToB. B nepBomM mn3 Hux
npu obpasoBaHUM 3UroT ByAyT NCMOMb30BaHbI BCE raMeTbl, a8 BO BTOPOM
— TOMbKO rameTbl, NPOAYLIMPOBaHHbIE pa3HbiMu ocobsimu. o ymonya-
HMIO CaMOONNOA0TBOPEHUE HE paspeLlEeHo.

lMosicHeHUSsI K OKHY eblieoda pe3ysibmamoe modenupoeaHusi

Pesynbtatbl paboTbl nporpaMmbl NpeactalnT B Buae ABYX Auarpamm,
KOTOpble MOXHO BbI3blBaTb NOOYEPEAHO, Haxnmasa knasuwwy <Space Bar>.
MepBas 13 HUX NoKa3bIBaET rpahmkn N3MEHEHUS BO BpEMEHN YaCTOThbl annenu
A B KaXX0OM 13 6 4EMOB 1 Cxo4Ha C AnarpaMmon, NCMoMNb30BaHHON B MOAENU
reHeTnyeckoro apenda no metoay MoHte Kapno (cm. c. 43). OgHako B 4aHHON
Moaenu rpadukn He 3akaH4YMBaOTCA, Koraa BereAcTeue aperida nponcxognt
dukcaumsa nnbo annenu a, Nn6o A, NOCKONbKY B AanbHeNwWeM B pesynbTraTe
MuUrpauuin ocoben 13 OpyrMx OEMOB WUCHE3HYBLUME anmenu Moryt BHOBb
NosiIBUTLCS, M YacToTa p B AaHHOM AeMe BHOBb CTaHeT oTnnyHon ot 0 unu ot
1.

Mocne kaxgoro HaxaTtusa <Enter> Bbl 6yaeTe BuaeTb pesynbTatbl MOgENM-
poBaHusa npouecca yepes 5, 10, 20, u T.4. NOKONEHUn (B 3aBUCMMOCTU OT
WHTEepBana, KOTopbIV Bbl yCTaHOBUMKN CaMu — CM. Bblille). Ecnn cpukcaumsa nnu
yTpaTta annenu A B KaKON-TO MOMEHT MPOMCXOAMUT BO BCeX LUECTU Agemax,
nporpaMmma 3aBepluaeT paboTty un BbigaeT coobueHune: “All six demes have
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fixed or lost the segregating polymorphism” — “Bo Bcex wecTtn gemax npomso-
wna dgukcaums nnu ytpara’.

BTopasa gnarpamma nokasbiBaeT AMHaMUKY Tpex KoapduumneHToB H6pm-
awvHra — Fis, Fst u Fit, oT nokoneHus k nokonexHuto. Yem meHbLLe NOTOK reHOB,
T.e. YeM Bbllle CTeneHb nogpasgeneHHoCcTM nonynduun, Tem Gonbline
pasnuymsa mexgy AeMamMu MoryT BO3HUKaTb BCrieacTBme Apenda, 4To HaxognT
OoTpakeHue B 3HaUMTenNbLHOM Bo3pactaHum Fstn Fit npu oTcyTCcTBUM MNK 0YeHb
manow (< 0.02) nHTeHcnBHOCTM Murpaumi. MNMpu Heckonbko BGonee BbICOKNX
YPOBHsAX notoka reHoB (npumepHo oT 0.02 go 0.05) Bce elie BO3MOXHO
BO3HMKHOBEHWe 3ameTHOM AndpdrepeHumanmmn mexagy gemamu n Koaddu-
umeHThl Fstu Fit Takke BospacTaroT. B cuTyaumm s3HaumMTensHOM nogpasaesex-
HOCTM NOMynsAunM MPOHWKHOBEHWE MUIPAHTOB, HECYLUUX anbTepHaTMBHbIE
annenun, MoOXeT Bbl3blBaTb BPEMEHHbIV U3ObITOK reTepo3vroT B OTAENbHbIX
Aemax, YTO Hax0AMT OTpakeHue B oTpuLaTenbHbIX 3Ha4YeHUsX KoaddurumneHTa
Fis — Tak HasbiBaeMbIn “apchekt BanyHaa”. Korga ypoBeHb MOTOKa reHoB
A0CTaTOYHO BbICOK, 3HauuTenbHas auddepeHumnaums Mexagy gemamm ctaHo-
BMTCS HEBO3MOXHOMW, T.€. NONynsAumMs B LEeNoM CTaHOBUTCS reHeTuyeckn bonee
romoreHHon. B BepxHel 4acTu SkpaHa nporpaMma BbIBOAUT MCXOOHblE
3HayeHus: BenumumHbl gema (Deme Size) n vactoTbl Murpaumn (Migration
Rate).

UccnedoeaHue modenu

KaxabIn umkn MoaennmpoBaHnsa ¢ OOHUMU 1 TEMU XXe NapaMmeTpamu gaet
WHble pe3ynbTaTbl BCNeACTBUE CTOXAaCTUYHOCTU npoLecca. CnegoBaTernbHO,
nccnenys KaXxayo cutyaumio, Bbl AOSMKHbI 3anyckaTb NporpaMmy MHOFOKpaTHO
(He meHee 5 pas), kaxabl pa3 3anucbiBas NONyyYeHHbIW pe3ynbTar, a 3atem
yXe fgenaTb BbIBOAblI aHaNU3npys BCce NpoBeAeHHbIe UCTbITaHUS.

1. PekomeHayem HayaTb paboTy ¢ napamerpamu, yCTaHOBMEHHbLIMU MO
ymondanuio . OHM MoAennpyoT NONyNa Lm0, NoapasaeneHHyo Ha JeMbl O4EHb
HebornbLon BenuuuHbl (12 ocoben), npu odeHb Hesbicokom (0.01) ypoBHe
noToka reHoB Mexay HUMK. 3aTeM UCNOMb3yNTe UHbIE 3HAaYEHUs] BENUYUHBI
aemoB (BO BceM BO3MOXHOM uHTepBane ot 1 go 500), MHTEHCUBHOCTU
murpauuin (Hanpumep, 0, 0.001, 0.01, 0.02, 0.03, 0.05, 0.1, 0.5, 0.8, 1.0) n
HayanbHoW annenbHou YacToThbl p. ObasaTensHO obpaTUTe BHMMaHWe Ha TO,
Kak MOSIBMAIOTCS YTpayeHHble annenu BCrneacTBMEe Murpauui ocoben us
Opyrux oemos.

2. B pesynbTate paboTbl Bbl 4OMXKHbI YCTAHOBUTL, Kak 3aBUCAT OT BENUYM-
Hbl AEMOB, WHTEHCMBHOCTU MMUrpauuin U HadanbHbIX annefbHbiX 4acToT:
(1) cTeneHb BO3MOXHOM reHeTU4eckon anddepeHunauumn mexay geMmamu,
(2) Bpems, HeobxoaumMoe Ansa ukcaumm ununotTepu annenu A Bo BCex LLeCTn
aemax, (3) xapaktep AuHaMukn koadduumneHtTos uHbpuanHra Fis, Fst un Fit.

58



3. MNocrne 3Toro Mcnonb3ynTe pasnuyHble UCXOAHbIE anmenbHble YacToThbl
B pa3Hbix gemax (Hanpumep: 0.2 B Tpex gemax u 0.8 B Tpex apyrux). Kak
N3MeHsaeTcsa XoA npouecca B JaHHOW CUTyauuy Npy BbICOKOW U HU3KOW UHTEH-
CMBHOCTU MUIpaL1i, B Criyvae pa3nnyHon BeNnynHbl gemos? Yto Heobxogumo
ONA NpOAO0SHKUTENbHOMO COXpaHeHUsa n3HavanbHon anddepeHumaumm mexay
aemammn?

15. MHOroHnweBbIn NoNMMophU3M
(Multiple Niche Polymorphism)

CyLlecTByeT HECKOMNbKO CMOCOOOB, C MOMOLLbIO KOTOPbIX €CTECTBEHHbIN
0TBOp MOXET COXpaHATb WM MoAAEPXKMBATb FEHETUYECKYID M3MEHYMBOCTb B
nonynsiummn: 6anaHcupyrowmuini oT6op, OCHOBAHHbIM Ha NPeMMyLLIECTBE reTe-
po3uroT, oT6op, 6NaroNpUATCTBYHOLLUMX pa3HbIM annensmMy caMmoK U camuoB,
4acToTO-3aBUCKMMbIN OTOOpP, OTOOP, 3aBMCUMBbIA OT MAOTHOCTU MOMYNSALMM,
oTbop B HEOQHOPOAHOW cpene. ATOT NocrnenHu crny4var oTbopa B HEOQHOPOA-
HOW, T.€. MHOTOHWLLEBOW CpeAe U ABnaeTca NpeAMeToM AaHHOW NporpaMmel,
OCHOBaHHOW Ha Mo ensix, paspaboTtaHHbix Levene (1953) n Dempster (1955).
Ob6a atn aBTOpa Nnpegnonaranu, YTo cpeda MMeeT MO3anyHbI XapakTep, T.e.
pasgeneHa Ha rnapuesisibl U pasnuyHble MecmoobumaHusi, N YTo pasHble
annenu nonMMopcHOro NIoKyca MoryT UMeTb NpenMyLLEeCTBA U NOAAEPKMBATb-
cs1 OTOOPOM B OHNX MECTOOOUTaHUSAX, HO OblTb MEHee NPUCNocCoBeHHbIMU
B APYrvMx napuennax cpegbl.

Mopgenu ncnonb3yloT pasnuyHble 3aBUCMMOCTW Xxapakrtepa oTbopa oT
nnoTtHocTu. Tak, Mogenb Dempster npegnonaraet, YTo HekoTopasi pUKCMpo-
BaHHas [onNs 3UroT, o6pa3oBaBLUNXCS B pe3ynbTaTe NaHMUKTUYECKOro cKpe-
LLMBaHKSA Bcex ocobert B nonynsiLmmn, 060CHOBbIBaAETCS B NapLennax Kaxaoro
TMNa, NpU4eM BbIXMBaeMOCTb (abcontoTHas NpUcNocobneHHOCTb) ocoben
pasHbIX FEHOTMNOB onpeaenseTcs TMNoM napuennsl. Mocne 3Toro Bce BbIXKMB-
LUne ocobm 13 Bcex TMNOB NapLess B paBHbIX KONMYeCcTBax NpousBoaaT rame-
Tbl, U3 KOTOPbIX chopmmpyeTcs HoBoe nokoneHue. lpegnonaraetcs, 4TO
nNpucnocobneHHoCTb 0cober Kaxaoro reHoTuna 3aBUCUT TOMbKO OT Tuna
napLennel, HO He OT fIoKanbHbIX BapuaLuMi annernbHbIX 4acToT, T.e. 0TOop He
AIBNSETCS YacTOTO-3aBUCUMbIM. B pe3ynbTaTe B JaHHOM MoAenn oT6op MoXeT
nogaepkuBatb NONMMMoOpPdU3M TOMbKO B TOM Clyyae, eCnu CpeHEB3BELLEH-
Hasi NpUcnocobneHHOCTb reTepo3nroT No BCEM TMNam MecToobuTaHun (T.e. ¢
y4eToM X Aonen B cpeae) Bbille, YEM Y FTOMO3UIOT.

B Mmozenu Levene 31rotbl HOBOro NOKOMEHNS Takke BO3HMKaOT Ha OCHOBE
NaHMMKTMYECKOro cKpeLunBaHms ocobert Bcer nonynsiLmm n 060CHOBbIBaOTCSA
B NapLennax pasnmnyHbIX TUMNOB B KONMYECTBE, MPOMNOPLMOHANBHOM YacToTam
reHoTMNoB cpeaw 3uroT. NMprMcnoco6neHHOCTY FeHOTUMNOB B pa3HbIX Napuennax
pasnuyatoTcs, YTO OTpaXKkaeTcs Ha MX BbhkuBaemocTu. Kpome Toro, otbop B
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3TON MOAENU ABNSETCH YaCTOTO-3aBMCHUMbIM, MOCKOSbKY NPUCNOCOBNEHHOCTb
annenu Bbllwe, ecnmyactoTa ee B JaHHOW Napuernne MeHblue. B 3aBucmmocTu
OT Xapaktepa pasnuynmn reHoTUNOB MO OTHOCUTENbHOW NPUCNOCOBNEHHOCTU
B pasHbiX napuennax U OT COOTHOLLEHMS OOoNnew, 3aHMMaeMbiXx B cpede
napuennamm pasHoro TMna, 3ToT HacToTO-3aBMUCUMbIV OTOOP MOXET OKa3aTbCH
A0CTaTOYHbIM NN HE4OCTATOYHbIM 4118 TOAAEPXKaHUSA YCTOWNYMBOrO NONMMOp-
dwmsma. NokasaHo (Cannings, 1971), 4To B TakoWn cUTyaLnu An8 NoAAep>KaHns
nonumopdunama HeobxoamMmMo, YTo6bI rapMoHUYeckasi cpegHsas (Mo BCeM Tunam
napLenn) NnpMcnocobneHHOCTb Y reTepo3nroT Gbina Bbille, YeM Y roMO3UroT.

MNMpakTnyeckasa paborta c Mmogenbro
lMosicHeHus1 kK OKHYy ee00a napamempoe modesiu

Which plot do you want to view? — Kakoli epagpuk bl xomume gudemp? —
BbibepuTe guarpammy, KOTOPYHO Bbl XOTUTE YBUAETHL B NEPBYIO 04epeb
(cm. Huxe).

Do you want to simulate Dempster or Levene? — Bbi xomume moderiupogams
rno Dempster unu Levene? — Bbibepute oavMH U3 ABYX BapuaHTOB
MOOEeNnMpoBaHus (CM. BbiLle).

How many habitats do you want to model? — Ckonbko mecmoobumaHull bl
xomume modesnupogame? — Beibepute 4ncrno TMnoB MectoobmutaHmmn
(napuenn) ana mogenuposaHus (n) — oT 1 4o 4 (Mo ymonyaHuio 2).

Enter a relative fitness for each genotype (w's), and each habitat's proportion
of the whole environment (c): — BeeOume 3Ha4yeHuUs1 omHocumesibHou
npucnocobneHHocmu kaxdo20 eeHomuna (w's) u 0onu, 3aHUMaemol 8
cpede mecmoobumaHusamu Kaxdo2o muna (c¢): — nga kaxxgoro Mecto-
obutaHua (Habitat) BBegure:

C — Jonga mectoobuTaHui Kaxgoro Tuna Bo Bcen cpeae (Hanpumep, no
nnowanmn). 3ta BenumunHa MoxeT BapbuposaTtb oT 0 o 1, HO B cymme
00NN Bcex MectoobuTaHuin OormkHbl cocTaBnsaTb 1. Ecnu Bbl owmnbe-
TeCb, NporpamMmmMa BBeAET KOPPEKTUBLI aBTOMATUYECKN.

wWAA, wAa 1 waa — OTHOCUTENbHbIE NPMUCNOCOBNEHHOCTN rEeHOTUMOB B
KakgoM MeCTOOOMTaHUK; OHU MOTYT NPUHUMAaTBL Ntobble 3HadYeHns oT 0
0o 1, Ho xoTa Obl OAHY BenuuuHy “w” cnegyeT YCTaHOBUTbL paBHOW
eavHuue. Ecnn Bbl 3agaguTe Hapyllarollnme 3TU YCroBUSA 3HaYeHUs,
nporpaMma aBToMaTu4ecku BBeAET KOPPEKTMUBBI.

How many generations do you want to simulate? — CKosibKo rnokoneHud bl
xomume ripomodenupogame? B 3aBUCUMOCTU OT Curbl 0T6Opa BamM Mo-
xeT notpebosaTbes oT 10 go 2000 (MakcmansHoe 3HayYeHne) nokone-
HUA ANs AOCTUXXEHUSI PaBHOBECHOMO COCTOSIHUS.

Do you want to begin with a single frequency or a six-frequency stability
analysis?” — Xomume nu 8bl Ha4ampb aHanu3 cmabunbHocmu ¢ 0OHOU
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Yacmomsl! unu ¢ wecmu 4Yacmom? [lo ymonyaHuio nporpamma
MoaenupyeT npouecc oTbopa OAHOBPEMEHHO B LLUECTU MONynaumsX,
OTIMYAOLLMXCA UCXOAHON 4acToToM p anmnenu A, 4To oveHb yaobHo
AndaaHanmsa. Ho npuxenaHnm Bbl MOXeTe Bbl6paTb pexum moaennpoea-
HWS OT OOHOW HayanbHOW YacToThbl, M B 3TOM Criy4yae Bam HE06X0anMo
ee BBECTM:

Single starting frequency — OdHa ucxodHas yacmoma — Jliobasi BennyunHa
mexgy O n 1. Tonbko B 3TOM pexume MoOennpoBaHUs OkasbiBaeTcs
OOCTYNHbIM rpaduMKk W3MEHEHUA 4YacTOT FEeHOTUNOB BO BpPEMEHMU
(Genotypic Freq vs t).

lMosicHeHUs1 K OKHY eble00da pe3yJsibmamoe ModeslupoeaHus

Mporpamma npeacraBnseT pesynbTaTbl CBOen paboThl B Buae Tpex (nnu
YyeTblpex, ecnu BbibpaHa OfHa UcxogHas yacToTa — CM. BbIle) Auarpamm,
KOTOPbl€ MOXHO BbI3blBaTb NOOYEPEHO, Haxumasa <Space Bar>:
pvst — M3MeHeHusa oxugaemMon YacToTbl p annenun A Bo BCer Nnonynsauum B

LLesIOM OT MOKOSEHUST K MOKOMEHMIO.
Genotypic Freq vs t — M3MeHeHUSA OXMaaeMblX YACTOT TPEX FEHOTUMNOB OT
MOKONEHUS K MOKOSNEHNIO (AOCTYMNHa TONbKO Npu BbIGOpEe OAHOM UCXOA-
HOW 4YacToThl ).
Ap vs p — rpaduk 3aBMCMMOCTU NpupaLLeHns YacToTbl annenu A 3a ogHo
nokoneHue — Ap (T.e. CKOpoCTM OTOOpa) OT ee 4acToThl p.
wbar vs p — rpaduk 3aBMCUMOCTU CpeaHen NpUcnocobneHHOCTH Nonynsunm
OT YacToTbl annenu A (aganTuBHbLIV NaHgwadrT).
B BepxHel 4yacTu akpaHa nporpaMmma BblBOAUT YACNO MeCToobuTaHui (n)

n (Ha gnarpamme Genotypic Freq vs t) 3Ha4yeHne UCXOAHOW YacToTbl annenu
A (po)-

UccnedoeaHue modenu

1. HauHuTe paboTy c napameTpamu, yCTaHOBNEHHLIMN MO YMONYaHuto . OHu
MoOenupyloT nonynauuio, obuTalolwy B cpege C ABYMS pasfnnyHbIMU
MeCTOOBUTaHNAMU, B OOHOM M3 KOTOPbIX CENEKTUBHOE NPenMyLLECTBO MONy-
YaeT annenb A, a B Apyrom —annens a. B pesynetaTe B nonynsaumMm yctaHas-
nueaetcd cbanaHCMpoBaHHbIN NonuMopd M3M No gaHHoMY rnokycy. MNocneno-
BaTenbHO pacCMOTPUTE BCe YeThbIpe AnarpamMmmel (4N 3Toro cnenyeT BblopaTh
pexunm OHON NCXOOHOW YacToTbl) 1 nHTepnpeTupynte nx. OT Yero 3aBUCUT
NnonoxeHne To4Kn paBHoBecus? Onpenenure, Kak BNUAIOT Ha Hee COOTHOLLe-
HMe gonen MecTooOUTaHU N 3HaYeHUs NPUCNOCOBNEHHOCTEN rEHOTMNOB B
pasHblX cpefax (4N uccnegoBaHWSA 3TOrO BOMPOCa fydlle BEepHYTbCS B
PEeXUM LLIECTU UCXOOHBIX YacToT).
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2. Tenepb, NCNOMb3ys NapameTpbl, yCTAHOBIEHHbIE MO yMONYaHMIo,, TONpo-
OynTe CHU3NTL NPUCNOCOBNEHHOCTb reTEPO3UroT B 000MX MECTOObUTaHMAX
cHavana go 0.9, a 3atem go 0.8. Yto nponcxoaunt? MNMoyemy cbanaHcMpoBaH-
HbIN ToNMMopd3M ncdesaeT B nocnegHem cnydae? C Temum ke napameTpamu
nepenguTe K mogenupoBaHuio no Levene. Kak Bl fymaeTe, no4emy B 3TON
cuTyaumm cbanaHcMpoBaHHbIN NONMMOPE3M BOCCTaHaBNMBaeTca?

3. BepHutecb k Mogenu Dempster n yctaHOBUTE COBEPLUEHHO CUMMETPUY-
HYI0 CUTyauuto, Hanpumep:

Habitat c wAA wAa waa
1 0.5 0.6 0.8 1
2 0.5 1 0.8 0.6

YT0 npoucxogut 1 nodemy? C aTumu xXe napameTpamMmu nepengute K Moaenu-
poBaHuio no Levene. Novyemy cbanaHCMpoBaHHbIN NOAMMOPdU3M ONSATb BOC-
CTaHaBnvBaeTcA? YTO B 3TON CBA3M MOXHO CKasaTb O BO3MOXHOW ponwu
YacToTO-3aBMCUMOro oTbopa B nogaepxaHum nonumopdurama? Tenepb nonpo-
OyViTe yMeHbLUMTb NpucnocobneHHocTb retepo3urot o 0.7. Kak nameHunack
cuTyaums n noyemy?

4. Tenepb Bam nNpegocTaBneHa BO3MOXHOCTb CAMOCTOATENBHO NO3KCNepu-
MEHTMPOBaTb, UCMOb3ys DonbLUee YXCNOo MeCTOobUTaHn 1 pa3nuyHble 3Ha-
YeHus NpmMcnocobneHHOCTen reHoTUNoB.

Bawa 3adaya: ncnonb3ys mogens Dempster, nogTBEpANTL NPUBEAEHHOE
BblLle NpaBurno: “oTbop B AaHHON CUTyaunum MOXeT NogaepXmBaTtb NONUMOp-
hv3M TOMbKO B TOM Criydae, ecnv cpegHeB3BeLLeHHas NpucnocobneHHoCTb
reTeposunroT no BCeM TUnam MectoobutTaHui (T.e. C y4eToM Ux Aonen B cpeae)
BbllLle, YEM Yy rOMO3UroT”.
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MpunoxeHwue 1

Pa6oTa ¢ nakeToM nporpamm
Populus 3.4

Mocne 3arpy3ku NnporpaMmmbl Bbl BUOUTE KApTUHKY C ee Ha3BaHueM. Haxa-
Tne <Enter> Bbi3bIBaeT nosiBneHune tekcta BeedeHus (Introduction), noBTopHOE
HaxaTne <Enter> BbidbiBaeT OcHogHoe MeHw (Main Menu). MNepemeluas
Kypcop B MEHI0, crnegyeT BblbpaTb HYXXHbI BaM OCHOBHOW pasfer, HaxaTb
<Enter>, a 3atem BbIGpaTb Nnogpasgen n cHoBa HaxaTb <Enter>. Tenepsb Bbl
YBUANTE NOACHUTENbHBIA TEKCT HA AHIMUACKOM $S3blKE, B KOTOPOM OMMCaHbI
OCHOBHbl€ 0COBEHHOCTU BbIOPAHHOM MOAENM M UCTIONb30BaHHAas TaM MaTemaTtu-
ka. Ewwe ogHo HaxkxaTue <Enter> Bbi3biBaeT OKHO BBEAEHWSI MApamMeTPOB MO e-
K, 1 Bbl NepexoanTe HENOCPEACTBEHHO K MOAENNPOBAHUIO.

Beoa napameTpoB moaenu

Kaxkgas mogens umeeT OKHO BBOAA MapaMeTpoB, MO KOTOPbIM NPOU3BOaUT-
cs moZenupoBaHue. NMosACHeHUa K HEMY MOXHO npounTaTbh, HaxaB F1 (Ha
aHrMMNCKOM £3bIKe), N B MeToauyke. B mogenu moxeT ObiTh ABa nnum 6onee
BapuaHTOB MOLENMPOBaHWUSA UMW TPynn napameTpoB MOAENN, KOTopble Bbl
MOXeTe BblbpaTb nepemMeLlas Kypcop ¢ NnoMoLLbio Knaeuwl <Space Bar> nnu
<->><«<> 3aTtemMm, nepemellas Kypcop OT OAHOro napameTpa K Opyromy c
nomowblo knaeuw <Tab> unu <1><1>, Bbl MOXeTe BBECTU NOOble ux
YuCneHHble 3HayeHust No cBoeMy xenaHuw. OaHako, B Kaxaow mopenu
CYLLEeCTBYIOT NpeAenbHble paspelleHHble MUHUMarbHbIE U MakCUMarnbHble
3Ha4YeHus Bcex napaMeTpoB, KOTOpble Bbl MOXeETe onpeaenntb, Haxkas FO nnn
F10 (nogpobHee cm. pasgen KnasuamypHblie komaHObI Populus 3.4). Nocne
BBOAA BCEX MapameTpoB HaxaTmem <Enter> Bbl nepexogute B pexum
MOAENUPOBaHUS.

UccnepoBaHue mopenu

Pesynbtatom paboTbl MOAENn SIBNSETCA OANH UMKN HECKONBKO Auarpamm,
n3obpakaeMblx Ha akpaHe. MoSACHEeHNS K HUM MOXHO NpoynTaTth, Haxas F1 (Ha
aHrMMNCKOM A3bIKe), UNu B MeToaudke. Haxxmmasa <Space Bar> nnm <—>><«>,
Bbl MOXETe NocnefoBaTeNbHO NeEPEXoanTb OT OQHOIo rpaduka K Apyromy, unu
Xe K OKHY C HeCKONnbKMMW rpadukamu, nsobpaxarwolwmmn Te WUnum uHble
3aBUCMMOCTM Mexay uccrnegyembiMM B Moenu napamerpamu. Haxatue
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<Esc> BosBpallaeT Bac K OKHy BBOJa napamMeTpoB W Bbl MOXeTe BBOAMUTL
HOBbI Habop AaHHbIX. Ecnu npu aTOM Bbl XOTUTE ele pas B3MsAHYTb Ha
nonyyeHHbl paHee rpaduk, Haxmnte <Alt+F4>, a 3aTem BHOBb <Esc> ans
BBOAA HOBbIX NapameTpoB. [ToMHUTe, YTO ecnu Bbl BBEAETE HOBOE 3HaYeHne
XxoTa 6bl ogHoOro napameTpa M Haxmete <Enter>, Bca uHdopmauusa o
pesynbTatax NnpeALlecTBYOWEero Lukna MoaenmpoBaHns UCHe3HeT U3 NamaTu
KoMnbtoTepa. EcnnBbl XoTUTE ee COXpaHnTb, UCNOSb3ynUTe (PyHKUUKN COXpaHe-
HMUS napamMeTpoB W pesynbTaTtoB MoAenupoBaHus Ha gucke <Alt+F5>,
<AIt+F7> unn <Alt+O> (nogpobHee cM. Hwxke B pasgene CoxpaHeHue
napamempos U pe3yrbmamog MooesiuposaHus).

CneumnanbHbie PYHKLMU, UCNONb3yeMble NPU aHanu3e moaenen

KoopdunamHass cemka. Hanuuve KOOPAMHATHOM CETKM 3HAYUTENbHO
obneryaet npaBunNbHOE CYNTbIBAHNE 3HAYEHMWI NApaMETPOB C OCE KOopANHaT
n aHanus rpacumkoB. Ob6a3aTensHO NONb3ynNTECH 3TOM PYHKUMEN B paboTe.
Mpun HaxxaTun <Alt+G> nosiBNsieTCs1 OCHOBHAsA KOOpAMHATHasi CeTka; NoBTOpP-
Hoe HaxaTune <Alt+G> 3HauMTEenbHO YBENMYMBAET YUCNO BEPTUKAmNbHbBIX U
rOpM30oHTaNbHbIX IMHUIN CETKK; eLle OAHO HaxaTtne <Alt+G> BblkntovaeT gaH-
Hyl0 pyHKUMIO (CeTKa ncyesaer).

lMepexod k nonynozapugpmuyeckomy 2paghuky. Npn aHannse gUHaMUKN
nonynauun o4eHb NOMe3HbIM 0Ka3bIBAETCH MCMOSb30BaHUE NorapnMnUyecko-
ro macLutaba Ha ocv opauHart. [Nepexon oT apndMETUYECKOrO K NorapupMmnyecko-
My MacwTaby m obpaTHO NpoMcxoauT Mpu HaxaTum knasuw <Alt+L>.
Ob6s3aTtenbHO UCnonb3ynTe 3Ty PYHKLMIO NPy aHanu3e MoAenen, onncbiBao-
LWNX ANHAMUKY YUCIEHHOCTM MONYnsLniA.

U3o6paxeHue Ha epaguke pe3ysibmamos npeduiecmsyrou,ezo
modenupoeaHusi. Ecnv Bbl XOTUTE BUAETb HA BHOBb MOCTPOEHHOM rpadmke
pesynbTaTbl NpeALlecTBOBABLLErO LuKkna MoaenvpoBaHus, Haxmute F4. B
3TOM crnyyae rpadouku, NoNy4yeHHbIe B NpeLlecTBOBaBLLEM LiMKNEe MOAENMPOBa-
H1a, OyayT M3obpaxeHbl YepHbIM LIBETOM, a pe3ynbTaTbl HOBOMO LMKNA —
0ObIYHbIMY LiBETaMU. JTa PYHKLMSA O4EHb NOMe3Ha Npu CpaBHEHUM NOBEAEHMS
MOZenn B pasHbIX YCIOBUAX U ee cnefyeT LWMPOKO Ucnonb3oBaTb. YToObl
BbIKNIOYNTb OYHKLUMIO onsATb HaxkmuTe F4. CnegyeT MMmeTb B BMAY, YTO 3Ta
byHKUMSA paboTaeT TONbKO B TEX MOAENSX, Y KOTOPbIX B HYXKHEM NPaBOM Yriy
OKHa BBOAa nNapameTpoB ecTb nomeTka “F4".

dyHkyus “Video Zoom”. [NMo3sBonseT yBenuuneaTb OTAeNbHbIE Hanbonee
WHTepecytoLLmMe Bac ydacTku rpadmka ansa 6onee getanbHoro aHanusa. [Ans
BKMOYEHNsT (pyHKUMM HaxmuTe <Alt+Z>. [pu aToM Ha rpaduke NosiBUTCA
NYHKTUPHBIN MPSIMOYFOfbHUK, MNPaBbli BEPXHWA Yron KOTOPOro OTMEeYeH
KypCOpOM-KpeCcTUKOM. [epemelLiasi 3TOT Kypcop C MOMOLLbIO KMaBULL <—>> <<«>
<1> <|>, Bbl MOXeTe BblbpaTb UHTEPECYIOLWMIA Bac y4acTok rpadumka ans
yBenuyeHus. Bbl MoxeTe Takke nepemMeLLaTb Kypcop Ha nesyro/npasByto unm
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BEPXHIOIO/HWKHIOI CTOPOHbI rpacdmka knasuwamum <Home>/<End> wu
<PgUp>/<PgDn>, unu xe Ha NpPOTMBOMOSOXHbIA Yron MnpsMOYrofbHuKa
knaeuwen <N>. Mocne Bbibopa yyacTka rpacuka cnegyeT Haxatb <Enter>,
1 Bbl yBUAMTE €ro B yBenMyeHHoM Buge. Bosspat k nepsoHayanbHoMy Buay
rpacuka NpoucxoauT Npu HaxaTum <R>, oTknioveHne dpyHkunn “Video Zoom”
C COXpaHeHveM pe3ynbTaToB ee paboTbl B NaMaT Npy MOBTOPHOM HaxaTuu
<Alt+Z>, a oTKNIOYeHNe C yaaneHmem pesynsTaToB U3 NamsaTu Npu HaxaTum
<Alt+C>. Bce komaHgbl, peanu3yemble npu BKtoYeHHON dyHKumm “Video
Zoom”, npuBeAeHbl HUxe B pasaene KnasuamypHbie KoMaHObI.

UN3meHeHue ckopocmu npopucoeku epagukoes. 1o ymonyaHuo
nporpaMmma pucyet rpadmMku ¢ TOM CKOPOCTbIO, C KOTOPOW Ball KOMMbKOTEP
cnocobeH obcuutbiBaTb AaHHble. OgHako B nporpamMme npedycMOTPeH
BapuaHT 3aMefIeHHON NPOPUCOBKU rpadnKoB AN NpuaaHusa 3ToOMy npoueccy
ONHAMUYHOCTM M GonblUen HarnggHoCTW. [na BKAOYEHUA 3TOW (hyHKLMM
HaxxmuTe <Alt+F>, n Bce Bawu rpacukm 6yayT BO3HUKaTb Ha 3KpaHe NocTeneH-
HO, kKak Obl MMUTUPYSA Xo4 npouecca BO BpemeHU. KOHKpeTHyl CKOpOCTb
NMPOPM1COBKM rpadomKoB B 3TOM PEXMME MOXKHO 3afaBaTb B ONuusax MeHo. ng
BbIKNIOYEHNA DYHKLUUN BHOBb Haxmute <Alt+F>.

®dyHkyus “AHanu3 cmabunbHocmu”. AHanu3 cTabuibHOCTM O4YeHb
BaXKeH AN NOHMMaHUSA AMHAMUKM 3KONOrMYECKNX 1 3BOMNIOLMOHHbBIX MOAENeN.
B yacTHoOCTM, OH HeobxoAMM Npu aHanu3e hasoBbIX Auarpamm (KOHKYpeHLUus,
B3aVMOAENCTBUSA XMULLHWUKA W KepTBbl 1 T.M.). [na BknoyeHns gaHHON pyHKLmKM
Heobxoa4uMOo nocne 3aBepLleHns NocTpoeHns has3oBoON AnarpaMmmbl HaxaTb
<Alt+S>. [pu aTom B none rpacuka NOSABUTCH KypCOP-KPECTUK, KOTOPLIN Bbl
CMOXeTe nepemeLaTb C MOMOLLbIO KNaBULL <—> <<«> <1> <|> B UHTEpECYIo-
LLYt0 Bac HOBYI HauvarnbHYlO TOYKy, M3 KOoTOpoWn ByaeT npoBegeHa HoBas
TpaekTopus, XxapakTepusytoLlas TedyeHue npouecca snepep (nocne Haxatus
<Enter> unun <F>) unu Hasag (nocne HaxaTuns <B>) Bo BpeMeHu. Bbl MoxeTe
NPOBECTM TakuM 06pas3oM MHOXECTBO TPaeKToOPuA, Ha4YMHAKLLUXCS U3 NI0BbIX
TOYek rpadumka.

Opyroi BapynaHT paboTbl faHHOW YHKLUK 3aKnoYaeTcsl B O4HOBPEMEHHOM
NpoBeAEHUN MHOXECTBa TPaeKTOPUIA N3 OOHOM UITU HECKOSbKUX Pa3HbIX TOYEK,
pacnonoXeHHbIX TIMB0 Mo NnepumeTpy rpaduka, nMMbo B y3nax KoopanHaTHON
CETKM (YNCNO U NONOXEHUE ITUX TOYEK MOryT BbITb NpeaBapuTEenbHO 3adaHbl
Yyepes onuuu MeHw). [ng peanusaumy OaHHOrO BapuaHTa cpasy nocne
BKIIOYEHNS (DYHKUUM HaxxmuTe <M>.

3ameTnM, 4YTO Ha HEKOTOPbIX rpadprkax (Hanpumep, B MOAENSX, UCMONb3YIo-
wmx 4 n 6onee ypaBHeHUIN) n306paxeHbl He BCe 3aBUCUMMbIE MepeMeHHble. B
3TUX criyyasx npu aHanuse ctabunbHOCTU UCMONb3YTCH NepBOHaYanbHble
(T.e. ycTaHOBneHHble Npu BBOAE [aHHbIX) 3HAYEHWUS MEePeMEHHbIX, He
oTobpaxaemblx Ha rpadwuke. HekoTopble Mogenu [atoT BO3MOXHOCTb
N3MeHATb N 3TU NepeMeHHble Takke. B 3Tom cnyyae, Haxumas <Space Bar>,
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Bbl MOXeTe nepexoanTb K TOW UMW NHOW U3 NepeMEHHbIX, 3Ha4YeHne KOTOpPon
paspeLUeHo U3MEHSTb.

Bce komaHgbl, peanuayemble Npu BKINOYEHHON pyHKUMK “AHanu3 cmaburisb-
Hocmu’ npuBedeHbl HWXe B pasgene KnasuamypHble KOMaHObI.

CoxpaHeHMe NapameTPOB M pe3ynbLTaToB MOAENMPOBaHUsA

Bbl MOXeTe coxpaHUTb pe3ynbTaTbl CBoel paboTbl ¢ nporpammon Populus
3.4 Heckonbknmu cnocobamu. Npu HanU4MM NpUHTEpPa Bbl MOXETE HanevyaTaTb
nobon 13 nonyveHHbIX rpaduKoB, a Takke Nobble Apyrne TeKCTbl C 3KpaHa.
Ona sToro Heo6xoAMMO YCTaHOBUTb TUM MPUHTEPA U KayeCcTBO Mevyatn B
onumax MeHto, a 3ateMm HaxaTtb <Alt+P> ona nevaTtn kaxxgoro akpaHa. Ecnu
MpUHTEpa B OaHHbIN MOMEHT HET, TO Bbl MOXETE COXPaHWUTb Ha ANCKE MPUHT-
hann, KOTOPbLIA MOXHO HaneyaTaTb MO3Xe, UCMOMb3ys APYron KOMMbIOTEP C
npuHTepom. [1ns aToro crnegyeT yCTaHOBUTL B ONUMSX neyatn MeHio “Destina-
tion — Disk’. Tlocrne 3aToro, Kaxgplh pa3 kKorga Bbl HaxumaeTe <Alt+P>,
nporpamma GyaeT 3anpawvBaTtbh y Bac NyTb U Ha3BaHue chavina, B KOTOPOM
crnefyeT COXpaHuTb pesynbTaTthl AN nocrnegyoLwen neyatu.

Bo3MOXHO Takke COXxpaHeHue napamMeTpoB U pesynbTaToB MOAENMPOBaHNS
B BMAe dhannos Ha ancke. BBegeHHbIe B OKHe NnapamMeTpoB faHHbIe Bbl MOXETe
COXpaHUTb Ha AUCKe, HaxkaB knasuwwn <Alt+F5>. INpu aTom nporpamma BblgacT
BaM npegnosiaraemoe rno yMOn4aHuio Ha3BaHue COOTBETCTBYHOLLEro danna.
OpHako, Bbl MOXeTe BBECTM ftobow nyTb U yAoBbHOoe Ans Bac Ha3BaHWe channa
n, Haxas <Enter>, coxpaHunTb B HeM BBejeHHble NapameTpbl. B ganbHenwem
Bbl MOXETe UCNOoNb30BaTb Takue halnbl AN BBEAESHUS COXPaHEHHbIX JaHHbIX
B NporpamMmy U MUCMONb3oBaHWUs UX B HOBOW paboTe. [Ana 3TOro Haxmure
<Alt+F6> — nporpamma cnpocuT y Bac NyTb U uMs cpanna; BBeaute ux u
HaxaTnem Ha <Enter> 3arpysnte gaHHble B nporpammy.

CoxpaHeHue pesynbTaToB MOOENUMPOBaHMUS BO3MOXHO He TOMbKO B BUAe
rpadvkoB, HO U B YMCreHHOW bopMe, T.e. B Buae Tabnuu, cogepxalumx
KOHKpEeTHble 3HaYeHNs HE3aBUCUMbIX 1 3aBUCUMbIX MEPEMEHHbIX, MO KOTOPbLIM,
COBCTBEHHO, M NOCTPOEHbI rpadmke, KOTOpbIE Bbl BUAUTE Ha 3KkpaHe. [ina aTtoro
HaxxmuTe <Alt+F7> —nporpamma npegnoXxuT BaM Ha3BaHUe COOTBETCTBYHOLLLE-
ro pavina no ymonyanuio. Bel MoxeTe BBeCTM ntobon Apyron nyTe U yaobHoe
Ansa Bac Ha3BaHue barna u, Haxas <Enter>, coxpaHuTb B HEM NOMyYeHHble
pe3ynbTaTtbl B uYnucrieHHon dopme. B ganbHenwem Takve danrnbl MOXHO
ncnomnb3oBaTb ANSA aHanu3a nofyyYeHHbIX pesynbTaTtoB ¢ noMolbio 6onee
MOLLIHLIX NPOrpaMMHbIX CpeacTs, Hanpumep, naketos Excel, Quattro Pro u

ApYruX.
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F1 -
F2 -
Alt+O -

Esc -
Alt+X —

BBoa AaHHbIX

MpunoxeHune 2

KnaBuaTypHble KOMaHAbI
Populus 3.4

Help (noBTOpHOE HaxaTue Bbi3biBaeT Main Help Menu)
HassaHue/BeegeHune/l1oACHUTENbHbIA TEKCT

MeHto onumii (Option Menu) — HacTpoWka MOHMUTOpPA, NPUHTEpPA,
coxpaHeHue annos u T.M.

Bbixoq B npepiayLiee OKHO

3aBeplueHune paboTbl 1 BbIXO4 U3 NpOrpaMmmbl

Space Bar unu <— — Belbop BapmaHTOB/rpynn napameTpoB Mogenu

Tabwunnt!
PgUp/PgDn
Home/End
Insert

F5
F6
F7
F8
FO/F10

eunnkE

MepemelleHne mexay napamerpamu B nobom HanpasneHum

MepemelleHre k nepBoMy/nocnegHemy napameTpy

MepemeLLeHme K Hayany/KOHLY BHYTPW OKOLLKa napameTpa

— T[lepekntoyeHne cnocoba BBeAeHMS TekcTa (Kak BO BCex
penaktopax)

— BoccTtaHoBneHve nocnegHero BBEAEHHONo 3HayYeHus

— YcTaHOBKa 3Ha4yeHus JaHHOro napameTpa “ro ymonyaHumio”

— YcTaHOBKa 3HayeHusi Bcex napameTpoB “no ymonyaHuo”

— Ouunctka okoLlKka JaHHOro napameTpa

— YcTtaHoBKa MWHMMarbHOro/MakCMMarnbHOro  3Ha4YeHus
napameTpa, A4ONyckaeMoro JaHHON MOAENbIO

— BBsepgeHue yncna c nokasaTenem cTeneHun

PaboTa c mogensamu

Enter
Ctrl+Enter
F4

Alt+F1

Alt+F4
Alt+F5

68

Mepexoa K MOAENMPOBaHUIO NOCHe BBEAEHNSA BCEX AaHHbIX
lMepepacyeT gaHHbIX U MOCTPOEHNE HOBOrO rpaduka
BkntoveHue/BbIkMoYeHNe  YHKUMM  MpeAcTaBneHus Ha
rpacuke pesynbTaToB NpeaLlecTByoLero MoaenmposaHus (B
Tex MOAenNsx, rae 3To NpeaycMOTPEHO)

Mepexoa k npeablaylien OTKPbITOM Moaenu (npeaenbHoe
4YMCMO OQHOBPEMEHHO OTKPLITHIX MOAENEN yCTaHaBNnBaeTcs
B OMLUAX MEHI0)

BosBpalLeHue k rpacomky 6e3 nepepacyeTa no HoBbIM AaHHbIM
CoxpaHnTb BBEAEHHbIE NapameTpbl Mogenu B channe



Alt+F6 — 3arpyautb napameTpbl Mogenu u3 garna

Alt+F7 — CoxpaHnTb YUCneHHbIe pesyrnbTaTbl MOAENMPOBaHUS B danne

Alt+C — 3akpblTb AaHHYlD Mogenb W cTepeTb ee pesynbTaTbl B
ornepaTMBHON NamMATH

PaboTa c rpadmkamm

Alt+G - BkrnoveHue/BbIKNOYeHne KOOPOUHATHOW CeTKM

Alt+L — [epexop oT apndpmeTryeckoro kK norapucmmnyeckoMmy macuTady
Mo OCW OpAMHaT 1 0bpaTHO (TONBbKO B MOAeNsAX NonynsLUMOHHOro
pocTa)

Alt+Z - BknoveHue/BbiknodeHne dyHkuun “Video Zoom”

Alt+S - Tllepexoa k aHanu3y cTabunbHOCTU MoAenu

Alt+F — BknioyeHune/BbIknoYeHne  (PyHKUMM  MEAIEeHHON NPOPUCOBKU
rpacumkoB

Space Barunu<«— — Tlepexog Mexay pasnuyHbIMu rpacvkaMm Moaenu nnu
K OKHY C HECKOMbKMMM rpadhmkamm

Komangbl dyHkumm “Video Zoom”

Enter — YBenu4yeHue BbIGpaAHHOIo yyacTka rpaduka

Z — YMeHbLUeHne BbIOpaHHOro yyacTka B 2 pasa

R — BoccraHoBneHve nepBoHavyanbHOro BMaa rpadgmka

Tab — [epemelyeHne k cnepytoemy rpacuky, eCcrnm ux HeCKOmNMbKO Ha
3KpaHe

Schift+Tab — [lepemelleHune Kk npeablaywemy rpaduky Ha akpaHe

Alt+Z - OtknioyeHne dyHkuun “Video Zoom” ¢ coxpaHeHuem pesynbTa-

TOB ee paboTbl B NaMaTu (OHWM BOCCTaHaBNMBAKOTCA NpU NOBTOP-
HOM BKIHOYEHMWN)

Esc — OtkntoveHne dyHkunn “Video Zoom” ¢ coxpaHeHnem pesyrnbTra-
TOB ee paboTbl B MaMsTU 1 BO3BpaT B OKHO BBEAEHUSA JAaHHbIX

Alt+C - OrtkntoyeHne dyHKUunK “Video Zoom” v yaaneHnem pesynstaTos
ee paboTbl U3 MamMATU KOMMbIOTEPa
lepemeweHue Kypcopa:
N — B npoTtnBOnNonoxHbiin yron Bbl4€NEHHOro NPsSIMOYronbHMKa
— « 1 | — BnpaBo, BNeBo, BBEPX, BHN3 NO MO0 rpaduka
Ctrl+<, Ctrl+—> — BHyTpb unnHapyxy no ocu Z (4ns TpexmepHbIX rpadmkos)
PgUp, PgDn  — Ha BepxHWiA, HUXHWIA Kpaw rpaduka
Home, End — Ha neBbiin, NpaBbIn kpan rpaduka
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KomaHabl pyHkuumn “AHanu3 cmabunsHocmu”

Alt+S

F, Enter
B —
M —

E -
Alt+E -
Alt+D -

Alt+C -
Esc

—> <« 1] =

BkntoyeHwne/BbikntoveHne yHKUMM

lMpoBecTu TpaekTopuio Brepes BO BpeEMEHMU

MpoBecTu TpaekToputo N3 BbIGPAHHOW TOYKN Ha3ad BO BPEMEHM
[MpoBECTN MHOXECTBO TPaeKTOpUiA U3 TOYEK, HAbOop KOTOPLIX 3a-
OaH B ONUUAX MEHIO

CTtepeTb BCe TpaekTopum

CTtepeTb NocnegHow TpaekToputo

CTtepeTb BCe TpaekTopum N3 NamsaTh, OCTaBMB UX Ha KpaHe (3TO
0O3Ha4aerT, YTo TpaeKkTopun He ByayT n3obpakeHbl BHOBb, ECINU Bbl
BbliJeTe 13 rpadmka n BongeTe B HEro ONATh)

3aBepLueHune paboTbl C MOAENbIO 1 yaaneHne ee n3 namsitu
BblkntoueHne dyHKUMM 1 BO3BpaLLEHNE B OKHO BBOOA AaHHbIX
(Mpn 3TOM NpoOBEAEHHbIE TPAEKTOPUN COXPAHAOTCA B MAMATU U
oTobpaxaloTcsa Ha rpaduke nNpy Bo3BpaLLeHUM B HEro)
MepemelieHne kypcopa B none rpaduvka gns seibopa TOYKM
Havana TpaekTopum

Ctrl+«, Ctl+— — TllepemelieHne Kypcopa BAOMb Ocu Z (4N TPEXMEPHbIX

Space Bar
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rpacukoB)
— [lepexoa v nsamMeHeHne nepeMeHHbIX (B HEKOTOPbIX MOAe-
nax)
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