HauioHanbHa akagemia HayK YKpaiHu
IHCTUTYT 300no0ril imeHi . |. LUmanbrayseHa
OcBITHS Nporpama ang acnipaHTiB

TEOPIA EBOSTIOUII

l. 1. [13eBepiH

Nekuyia 3
OvHaMika nonynsauiu:
CTOXAaCTU4HI moaeni



EdekTnBHa YMcenbHICTbL nonynsauii

N,. Taka YMCerbHICTb, Ky Marna 0 igeanisoBaHa nonynsuis,

napamMeTpu po3noAisny O3HaK y KOTpin 6ynn 6 TakmuMmmn cammmm, siK 'y
nonynsauii, Wo Mu cnoctepiraemo.

Onwuc BigxuneHb Big igeanizoBaHOl CTPYKTYPU BiATBOPEHHS —
3aMiCTb nonynauii 3 PakTUYHOK YNCENBbHICTIO N aHasi3yemo
lgeanizoBaHy nonynauito 3 epekTUBHOK YNCENBHICTIO N..

3a3Buyaii (ane He 3aBxan) N, <N

[Mpuknagw:

— YHemoxnuBneHe camosannigHenns: IV, & N + 1/2

— YHEMOXINBMNEHE TaKOX CXpeLlyBaHHA MiXK cnbcamu: N,=N+2

— HeopgHakoBa 4ncenbHICTb cTaTeu: 1 I + !

N, 4N, 4N,

e

— OuiHka N, B nto4CbKin nonynsauit:
N, = 041N



[ eHeTU4YHUN gpend
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Allele frequency
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[ eHeTU4YHUN gpend

3a AoCTaTHbO TpuBanui nepiog
yacy — dpikcauis ogHoro 3 anenis
Ta BTpaTa BCiX IHLKX.

[TocTynoBe 36iNnblUEeHHS Yncna
FOMO3UIroT Ta 3MEHLLEHHA Yyncna
reTepo3unroT (HeperynapHum
IHOPUAOWHT).

Onwuc:

— Y TepMiHax gmucrnepcii reHHnX
4yacToT

— Y TepMiHax iHOpmnanHry

1
AF=—
2N,

EdekTn reHeTn4yHoro gpendy
MOXHa He BpaxoByBaTW, SKLLO

t<2N,



KinbKiCHa OLiHKa reHeTUYHOro apendy

* OundysinHi HabnmxkeHHsa (M. Kimypa Ta iHLWi
aBTOpUn). Modesnib 6poyHI8CBLKO20 pPyXYy.
[docuTtb ooknagHo po3pobrieHa Teopis.

) 3 M e H LLI e H Hﬂ B HyT pi LU H bo rpyn O BOT .D' M Crl e pCi-Il https://alchetron.com/Motoo-Kimura
1Y L)
2 2 2
o~ = -] 1——— o, (t)=00)-|1———
. = Pod, ( 2Ne] 4()=0,(0) [ 2Nej

“ACMMNTOTUYHE BUPOKEHHSA nonynauir”
YHacCnIgoK goikcauil aneniB y KOXXHOMY 3
nokyciB. TeopeTnyHa abcTpakuia — LboMy
3aBakaloTb HOBI MyTauil. binbLw iIMOBIPHUN
pe3ynbTaT — piBHOBara gpendy ta mytauiu
abo (SAKwWo BpaxosyBaTu 4ito gobopy) —
piBHOBara apendy, godopy Ta myTauin.



dikcauia aneniB y CKIH4eHHIN nonynauil

b

6,0

5,0

t=N/10

4olt

J.0

2,0

7,0

AR RN
2

Puc. 3.5. M3aMeHeHHe 4aCTOTHOrO pacrnpeneneHus aniens A; noj BJHSHHEM CJY-
yajiHoro reHerHueckoro Apefipa. Ha puc, A mcxoauas yacrora p awens A, pas-
ua 0,5, a Ha puc. 5 —0,1. { —Bpems1, a N — ahPekTuBHasA YHCICHHOCTD NONYJIALHH,
ITo ocu abecumcc OTJIOXKEHA YacTOoTa X aquenss Ay, a N0 OCH OPAHHAT — IVIOTHOCTH
BepOATHOCTH ¢ [222].

Kumypa, 1985



dikcauia aneniB y CKIHYeHHIN nonynauy

t=1
03
t=5
02 0,2
; i irr ia |
012345678510 0123456783910
J010101010101010101010 10i0707070701010101070
04
t=15
6,9 t=10 0,3
02 02
01 a7

0712545678310

e — T —— e — A = = e = =

Puc. 3.4. T'ucrorpaMmel, orobpasxkaloline H3IMeHeHHe paclpejefieHHsl reHHOH YacTo-
TH BO BpeMeHH (NPHBEIEHbl COOTBETCTBYylOIIHe pacnpenenenusi gasg 1, 5, 10 u
15-r0 nmoxoJsieHH#) B pesysbTaTe clyuafiHoro apeida, o6yCaoBJeHHONO INPOILECCOM
BLIGOpKH ramer. [lonyssiuusi COCTOHT H3 MATH repMadpoAMTHHIX OcobeH, CKpelH-
Balomuxca cayuaiinum o6pazoM (N=>5), ¥ xapakTepuayeTcs HauasbHOH 4acTOTOH
A, (opu £=0), paBroft 50% (t. e. p=0,5). Ilo ocn aGcuucc oTJOXKEHa YacCTOTa
A; B nmonynsiuuu, YepHble ¢TONGUE CJAeBa OTBEYAIOT A0JI€ NMONYJSIHH, B KOTOPHIX
amnesb A; noTepsiH, a YepHHEe CTOAGNH ClpaBa — xoje momynsuui, rie A; saduk-
CHPOBAH.

Kumypa, 1985



dikcauia aneniB y CKIHY4eHHIN nonynaduil,
AKLLO BiAOyBaeTbCS MyTaUinHUK npouec abo
Mirpauii

Pue. 4.1. Teopernueckdé pacopene-
MeHHe YacToTel TreHa B cybnonyns- A £
LHAX AAR cayuyas, Korlla pacceHba-
HHE MACTOT YPABRUBEIIEHO MYyTHpPO-
RAHBEM HAH MHCpandelf, a cpejiHsas Ja |\ gocs
yacToTa rewa paesga 0,5, Crenenn
pacceHBaHHs, COOTHRETCTRYIOLLAN
nawnolt wpmeod, oTmewena wa pu-
CYHKe 3nauenpeM F, 3umauenns N.m
COOTBETCTBYIOT YHCIY HMMHrpaHTOB
na nokonenne (cM. Texket) [304].

8048
[MpnbnusHa ouiHka ail \
OeTepMiHiCTUYHOro hakTopa X: 1z } 4337
4 Nx<1 nepesaxae gpend ;:‘?M / :EH

4 Nx>1 nepeBaxae x
Wright, 1952, uut. 3a: ®onkoHep, 1985



[ eHeTUYHUN apend
Yy CTPYKTYpOBaHIN nonynsauii

Mixrpynosa aguTmuBHa
auncnepcis

2 2
Oyp =2F -0

BHyTpiWwHbOrpynoea
agnTMBHa gucnepcis

Gfl(w) =(1-F)- 5/21*

3aranbHa aguTuBHa
oucnepcis

c:=(1+F) o’

YHacnigok reHeTU4Horo apendy B pisHUX
cybnonynsuisax BinbyeBaeTbca doikcauis
anenis, He 060B’A3KOBO OAHUX | TUX CAMUX.
[TocTynoBo byae AocArHyTo andpepeHuiadii
cybnonynsuin i OQHOMaHITHOCTI BCepeauHi
KOXXHOI 3 HUX.

CniBBigHoLwweHHs Xapai — BanHbepra
30epiraeTbCca B KOXHIN 3 cydnonynsuin,
ane He B IX CYKYMHOCTI (AKLWO po3rnagaTu
IT 9K nonynsauito).

LLlo MeHwe yncenbHicTb cydnonynauir |
Mirpauist 3 ogHiel cyérnonynsuil 4o iHwWofl,
TO OinblUe 3Ha4YEHHSA LMX NPOLLECIB.
Mopaenb CTpyKTypoBaHOI nonynsuii MoXHa
3acTtocyBaTu ONs aHanisy ansepreHuii
BUAIB CMifIbHOro NOXOXKEHHS (BBaXatouu
IX LUiSIKOM i30/TbOBaHUMM OeMamMi).



EdeKT 3acHOBHMKA

Originating population

| Red | Green |

0.50

Generation 4

Generation 5

Founder population

Genetic drift, Wikipedia
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“XBUNI XUTTA" | €PEKT NNALKOBOI LUNNKA

o MESN FEERSs
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EBontouia nonireHHo! o3Haku nig gieto gobopy

MaTtemaTnyHa
MoJenb: npoyec
OpHwmeuHa —
YneH6eka (Lande,
19706).

OcCHOBHUN
BMCHOBOK: HaBITb
nomipHUm obip
LLUIBMOKO MpocyBae
nonynauito 4o
ONMTUMYMY.

E— T T T I T
L1 -5 T-leg -3T -2 -T 0 T 2 aar
Z(o) Z(t)
Lande, 1976
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[esaki npuknaan agantTuBHUX NaHaLwadTiB
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Puc. 2.9. HeckonbkO aganTHBHHX JauAmabToB —

BHA cBepxy. A. OcnaGienne oT6opa HAH VCHICHHE

MyTauHoHHOTrO npouecca., 5. CrabuausHpyiomui ot-

6op. B. Hanpasaennsiit ot6op. I. Cayuafiguii apefid:

A. Tlonmyasiums, paspenuBluasica Ha AeMme. (Wadd-

ington C. H., An Introduction to Modern Genetics, 13
George Allen a. Unvin Ltd, London, 1939.)



BcTaHOBNEHHA Ta NiATPMMYBaHHA PIBHSA

MIHIIMBOCTI Yy nonynauj

PoautenscHan nonynrumA
C onpeaeneHHbIMU YacToTaMK reHoB

DAKTOPLI
v SAKTOPhHI
NOBBLILLAIOLLME NOHUMAIOUIME
HM3MEHUYWBOCTb H3MEHHYHMBOCTL
MYTALAOHHGIA ]
NPOLECC OTBOP
” AuddeperumansHan -
PEHOMBUHALKUA : : 6ene ramerT u 3uroT

i

E NOTOK TEHOB

OPEXU® TEHOB
g HAPYLLEHWE | HecnyqaiHoe crpelunsanue
1 PACLLENNEHKUA Manan senuurHa nonynALMK
! Meiomuecii Apaie
Cuennenne

Hosan eenuunta nonynaydM noTOMHOB
C HOBbIMHU HacTOTaM#l FreHOB

Puc. 6.1. ®axrops sBOMOUHH.

Takue (akTopH, KaK MyTauHOHHHI TpoLeCE, PeKOMGHHALHA, TOTOK TeHOB W Hapyle-

HUA PACUIEIVICHUS, MOBLINAIOT H3MEHIUBOCTb nonyasnun. Jpyrue hakTops — 0T60p K

Apefd TeHOB — CHHKAIOT H3MEHUHBOCTb. B3aHMOXENCTBHE MY STHMH daxTopamn
MOXKET NPHBECTH K TOMY, YTO B HOBOM IOKOJIEHHH T'€HHBIE YaCTOTH GYIYT HHBIMH.

Conbpur, Conbpwur, 1982
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PIBHOBaXXHI moaeni

* PiBHOBara gpendy ta myTtauiu: PR
2 2 .
— Ha HeTpuBanux 4Yacosux iHTepBanax ©z = O.4wp) = —N
BunaakoBi 3MIHW B HEYUCNIEHHMX NONynALISax ¢

BiAOyBalOTLCA LWBUALLE, HK Y YUCINEHHUX.

— HesanexHo Big NoYaTKOBUX XapaKTepPUCTUK Nonynauis
nocsirae ctaHy pisHoBaru npmbnmsHo 3a 4N, NOKoniHb.

BHyTpilLHbOrpynoBsa nmcnezpciﬂ Gfl(év) = 2Ne(71%4
Mixrpynosa gucnepcia O 4p) = 2toy,

MyTauinHy gucnepcito MoXHa iHTepnpeTyBaTu AK MPUPICT
MDKrpynoBol gucnepcil NpoTAroMm ogHOro NoKOoniHHS.
MixrpynoBa gucriepcis 3anexuTb TifIbKK Big TEMMIB
MyTaLUiMHOro npouecy i He 3aneXxunTb Big YMCENbHOCTI
nonynsuir.

LIto Mmogenb MoXHa 3acTocoByBaTU Y AOCHIOXKEHHSAX
TpUBanux, 30Kpema, MakpoeBOSOLINHUX NPOLECIB.

15



PiBHOBa)HI moaeni

PiBHOBara myTauiv Ta gobopy

— [dunHamika cepedHbOro 3Ha4eHHA Ta MXKIpyrnoBol
aucnepcii: npouec OpHwTENHa — YneHbeka

— OunHamika BHYTpPILWHbLOrpynoBoOl AUCNepCil: anpokcmmMadida
“kapmkoeuu 6youHo4ok™ (Turelli, 1984)

PiBHOBara myTtauin, apendy ta gobopy

— OunHamika cepegHbOro 3Ha4yeHHs T1a MiXXKrpynoBol
avcnepcil: npouec OpHWTENHa — YneHbeka

— OunHamika BHYTPILWHBLOrPYnoBOI gucrnepcil: 4OCnigXeHo He
00 KiHUS, Hi B TEOPETUYHOMY, Hi B eMMIPUYHOMY MNaHi.

HalnTo4Hiwa anpokcumauis: “cmoxacmu4Huu kapmeosuu
byouHo4yok™ (Burger et al., 1989; Burger, Lande, 1994).

16



Knacun4yHa 1a 6anaHcoBa rinotesu

http://www.genetics.org/content/202/1/5

+4+++m+.. . F++ A+ tmt

e P o S o i o S o

A3 B, C, DEg ... Z, A, B, CiDE,...Z

A B;Co D E, ... Zg A3 Bs Co D E; ... Z,

J1eBOHTUH, 1978
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LB 4

[lepLui gocnigaXXeHHa MmyTauin
Y NMPUPOAHUX Nonynsyisix

WET ¥ )
) & o N -

P | A

:lll. |r i-||-|IJi

|ty f l’ﬁ'l

.I| ! ] 1 |I "::!'Iui"l
Wild type Bar eyes Cut wings
R A

1l '@ - = 7 1N

Vestigial wings Curly wings i . Dichaete

http://www.mun.ca/biology/desmid/brian/BIOL2250/Week_Five/1GeneW5b.html http://www.genetics.org/content/202/1/5

[TokasaHo, Wo B NPUPOAHMX NONYNALIAX Y reTepo3NroTHOMY CTaHi
HarpoMagkKyeTbCA AOCUTb BESMKa KiNbKiCTb MyTaLin.

Hemae npuHUMNOBOI Ni3HULiI MK MyTauiaMu, BUSBIIEHUMI B NpUpoL,,
Ta o4epXaHMMWN eKCNepPUMEHTAlTbHUM LUIISAXOM.
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3acTocyBaHHs MeToay enekTpodopesy

Tabmuna 22.11. IeHerndeckas W3MEHYHBOCTE NPHPOAHBIX HONYIAUWH HEKOTOPBIX
KpYIDHBIX TPy XWBOTHEIX H PaCcTEeHHH

CpenHee 4uc- Cpennss Cpennas
Oprasuim Yucno BHIOB 710 JIOKYCOB nunnuoﬁqr reTEpo3n-
Ha BHO HOCTBE MTHOCTE
Becnozsonounsie
Jpo3oduna 28 24 0,529 0,150
Ocur 6 15 0,243 0,062
Jpyrue HacEeKOMEIC 4 i8 0,531 0,151
Mopckne 6ecno3BOHOUYHEIE 14 23 0,439 0,124
CyxonyTHBEIE YMTKH 5 18 0437 0,150
ITozeonounvie . '
PrIOH 14 21 0,306 0,078
3eMHOBOIHEIE 11 22 0,336 0,082
ITpecMmekaroimecs 9 21 0,231 0,047
ITTHIE 4 19 0,145 0,042
ManatkonuTaroume 30 28 0,206 0,051
Pacmenua
CaMOONEUTHTEH 33 14 0,179 0,058%
[IepexpecTHOONBLIACMEIE 36 11 0,511 0,185
B cpednem
becno3BoHOYHEIS 57 22 0,469 0,134
ITo3BOHOYHBIE 68 24 0,247 0,060
PacTeuus 69 13 0,345 0,121

1 Kputepuil nomuMopdHOCTH HE OOMH H TOT € JJA BCEX BHIOB.
) «TeopeTHYECKH OXHIACMAS» [ETEPOIUTOTHOCTH; HAabmIioaaeMas reTepo3UroTHOCTL Y ITHX
CH/ILHO MHBPEIHBIX BHOOB MHOTO MeHBIUE.

Aunana, Kaurep, 1988
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[ToniMop@i3M y npupogHUX nonynsauiax

YacTtoTa Hanbinbl nowmpeHoro anensa < 0,99. Yactotu
piaKICHMX aneniB 3a3Bn4yan HaaToO BENUKI, WoO po3rnsgaTu ix
SIK pIBHOBa)XHi 4YaCTOTM MyTaLinoro npotuecy, 3banaHcoBaHOro
3 gobopowm.

KoHuenuit:
— noniMmop@iam 3d6anaHcoBaHui i NIATPUMYETLCA AOOOPOM

— noniMmopdiamM BMNaaKOBUN | CTBOPHOETLCA MyTaLiAMU B
nonynauyiax CKiH4eHoro posmipy

MoXXnunBi MexaHi3MMu:

— lMepesaza cemepo3uzom

— YacmommHo-3anexHuu 0obip

— HeoOHopidHicmb cepedosuuya
— lNMepexioHut nonimoppiam

— HeumpanbHi Mymau,ir

20



[Tonimopdiam y Cepaea nemoralis
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Amino acid differences

1.0

0.9

0.8
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MonekynapHuUn roguHHUK

Temnu 3amiH y NOCNiAOBHOCTI reMornobiHy

200

300
Time (Myr)

400

500

Figure 7.3

The rate of evolution of hemoglobin. Each point on the graph is
for a pair of species, or groups of species, with the value for that
pair being obtained by the method of Figure 7.2. Some of the
points are for o-hemoglobin, others for f-hemoglobin. From
Kimura (1983). Redrawn with permission of Cambridge
University Press, © 1983.

Ridley, 2004
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Observed heterozygosity
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[TonynauinHa reTepo3nroTHICTb
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Expected heterozygosity
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Figure 7.5

Observed levels of genetic variation (measured as
heterozygosities) are too constant between different species,

with different population sizes, than the netural theory predicts.
Each point gives the observed heterozygosity (y-axis) for a species
(total 77 species), plotted against the “expected” heterozygosity
from estimates of the population size and generation length

of the species and assuming a neutral mutation rate of 1077 per
generation. Species with large population sizes appear to have too
little genetic variation, relative to the neutral theory’s prediction.
Redrawn, by permission of the publisher, from Gillespie (1991).

Ridley, 2004
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BusHayeHHa MexaHi3MIB eBosouil 3a
MONEKYNAPHUMU OaHNMU

CnieuianbHi meTogun, 30Kpema nopiBHAHHA 4YacToOTU
HECUHOHIMIYHUX Ta CUHOHIMIYHMX 3aMiH

[TlokasaHo, Wo HYKNeoTUAHI NOCMNIAOBHOCTI AeAKUX MEHIB
3a3Hanu BnmMBY pywinHoro (“no3umusHo20” ) pobopy.
Hanpuknag,

— TEeHU, NMPOAYKTU AKUX PErymniooTb PO3Mipu roffloBHOro Mo3ky — ASPM T1a
microcephalin — B eBontouii npumaris (Evans et al., 2004a, 2004b);

— reH FoxP2, npoayktn sikoro 6epyTb y4acTb y 3abe3neyeHHi CEHCOPHO-
MOTOPHOI KoopAuHauil CTPYKTYpP, 3a4idHMUX Y BoKani3auil — B eBOSIoLil
romiHig ta kaxkaHis (Enard et al., 2002; Li et al., 2007).

Whole genome sequencing: NOpiBHAHHA HYKeOoTUOHUX
nocnigosHocTen ABox Buais apo3odin (6nmabko 6000 reHis)
nokasarno, wo npuHanmMmHi 19% reHiB eBontouUioHYBasio nig Aieto
npupogHoro gobopy. Woao pewtn (81%) snnmne gobopy He
AoBedeHo.

25



Bn3HayeHHs mexaHi3miB
eBontouil 3a
MOpOMETPUYHUMN
OAHUMMN:

Log-Rate — Log-Interval
Test

(Gingerich, 1983-2009)
3aBuLLEHI OLUiHKM And
KOPOTKMX iHTepBanis
(Hunt, 2012)

OuiHKkn TemMmniB
€eBOSoUil, ogepxaHi ans
PI3HUX LLKan yacy:

(A) cenekuinHi
eKCNEePUMEHTN;

(B) mikpoeBontouig;

(C) icTOpWYHI 3MiHW;

(D) naneoHTONOriYHi
OaHi.

3arnexHicmb OUIHKU
weudkocmi esosouii 8id
4Yacoeoao iHmepesariy,
Ha sikomy ii 6yro
odepxKkaHo

E og icroevolutionary
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Gingerich, 2001



BusHa4yeHHA MmexaHi3MIB eBOoSuil 3a
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Temnu Ta IMOBIPHI YUHHUKN €BOSHOLIII
MOPMPOMETPUYHNX O3HaK

Hal/II'IpOCTILLIa cXemMma:. 3ModernrBaTtu HeMTpaany eBOJ'II-OLI,IVIHy
3MIHy I I'IOpIBHFITI/I 3 TM, WO MU pealibHO CI'IOCeTpIFaGMO

— 3a BiCYTHOCTiI CTaTUCTUYHO 3HAYYLLMX BiAMIHHOCTEN
BBa)aeMo, L0 eBonoLis 6yna HeNTpanbHOL;

— 7KWOo TeMNK 3MiHN MEHLUI, HiX nepeg@aqui, BBa)XXaeMo, Lo
eBonouito 6yno 3aranbMoBaHo cTabinizytounm gobopom;

— AKwo TeMmnu 3MiHM BinblLUi, HX NepeabaYeHi, BBaXXaemo, Lo
eBosoLit0 BYro NPUCKOPEHO pyLiNHUM A0H6OPOM.

[MoTpeba B 0b6epexxHOCTi: WBKaKa 3MiHa Moxe Dy Ty

CnpuUYnHEHa MirpauiaMmm, EHOTUMHO MTACTUYHICTIO TOLLO.

HeobxigHO BpaxoByBaTK Lie: 3aCTOCOBYBATM O3HAKU, WO He

3MIHIOKTLCA NPOTArTOM XUTTHA, TOLLO.

AKLLO € NpsIMi Y1 HENPAMI OLIHKM NMPUCTOCOBaHOCTI, MOXHa
ouiHMTK BNNKMB Aobopy perpecinHum metogom P. JlaHae Ta
C. ApHonbaa (Lande, Arnold, 1983).

MoTpeba B ypaxyBaHHi dinoreHeTnyHol iHpopmallii: K i

BPpaxoByBaTH, O6FOBOpI/IMO ni3HiLLe. o8



Temnu Ta IMOBIPHI YUHHUKN €BOSHOLIII
MOPMPOMETPUYHNX O3HaK

[Mpuknagm

* 3acTtocyBaHHSA ctaTUCTUKK JliHda (Lynch, 1990; Lemos et
al., 2001)

— OuBepreHuia pac nognHu: 3,2-10+4;
— lNevepHi Beamepni (Ursus spelaeus): 4,6-10-5;
— KoHaunaptpu Hyopsodus: 1,2:105;
— KoTtaui (Felidae): 8,6-10+;
— Onocymu (Didelphidae): 8-10-7.
* 3acTtocyBaHHA Log-Rate — Log-Interval Test (Gingerich,
1993, 2001; Ta iHLWIi aBTOpPW): NOPIBHSAHHI pe3yrbTaTu.

* 3acTocyBaHHSA MeToOy MakCMMarbHOI NpaBaonoAioHOCTI
0o 250 NaneoHToNoriYHMX cepint: 5% BUNagKiB —
cnpsiMoBaHa TpaHcdopMalis, pewta — Mmamxe pPiBHO
cTtasuc Ta smnagkose bnykaHHs (Hunt, 2007).
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