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Why sex?

3ayem HYXXHO Mo/10BOE PA3IMHOXEHNE N KAdK
OHO NMOABUNJIOCb

Sex pilus 1pm

KoHblorauma 6akrepum KoHbloraumsa nHdysopui



HKU3HEHHbIN LMK 3YKapnoT
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yepenoBaHMe B }KU3HEHHOM LUUKAe 1)cMuHramum n 2)menosa, CONnpoBOXKAal0LWEerocs
romosIorMyHou pekKombunHauueu (KpoccMHrosepom)
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Two-fold cost of sex
[1BoMHaA ueHa nona (To4yHee,
ABOMNHaA LeHa camLu,oB)

(h)

J. Maynard Smith (1920-2004
Y ( ) Y pasgenbHOonosbiX OpraHN3mMoB

TeopeTnKo-1rpoBoii MOAXOS, K M3YHEHMIO MONOBMHY NOTOMCTBA KKAOK
SBOMIOLIMN. caMKu COCTaBMSIOT camubl,
«3BONIOLIMOHHO-CTaBUNBbHOE COCTOAHNE KOTOpbIE CaMi NOTOMCTBA HE
(cTpaTterus)» == PaBHoBecue Halwa. nponssoAaT. Npu Becnonom
OT0 Takoe COCTOSIHME NpU3HaKa, Npy KOTOPOM PA3MHOXEHUW BCE NOTOMCTBO
HMKaKas MyTaumsi, MEeHSIoWas NpuaHak, He gqact ~ COCTOMT 13 camok. [osTomy npu
NpenMyLLECTB CBOEMY HOCUTENIO U He ByaeT MpOUMX pasHbIX becnonoe
nofaepKaHa oT6opoM. Pa3MHOXeHWe BABOE

adbdeKkTnBHEE, YEM C cCaMLaMN.



AQKCNepMUMEHT Ha yNnuUTKax noaTBepaAusl Knaccu4eckyr uaer o «4BOVMHOM
LeHe caMLoB»

HoBosenaHgckaa ynutka Potamopyrgus
antipodarum.

naHgms)

B npmpogHbIX nonynauusx HopmarsbHble
annrongHble camMku 1 camubl COCYLLECTBYIOT

c «BbecnonsiMny» TPUNNOUOHLIMU CaMKaMu,
pasMHoOXarLwmnmmca 6e3 nomoLn camuoB (Takue
caMK1 MHOr4a NosABNATCH B pe3-T€ FreHOMHbIX
MyTauun).

‘ OBOMIOLUMOHHbIE aKcnepuMeHTbl B 1000-nNTPOBbLIX
KOHTenHepax (6e3 XNLWHMKOB, NapasnToB U
) Mo v KOHKYPEHLMK), NoKa3anu, YTo B TaKMX YCIOBUSX
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B npupoae becnonble YITUTKN HE MOTYT BbITECHUTb

pa3faenbHOMNONbIX U3-3a NapasnToB, OT KOTOPbIX
cuUrbHee Bcero ctpaaatoT 6ecrnornble KNnoHsbl,
03 == OOCTUTLLVE BbICOKOW YUCITEHHOCTM.
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Npumep paccyxpgeHus,
OCHOBAHHOTIO Ha IOTUKe
3BOJIIOLUOHHO-CTabUNDbHbIX CTpaTernn
(a He «bnara ana nonynauun»).



Mouemy B Nnpupoae TaK LUMPOKO pacnpocTpaHeHo

COOTHOLWeHue nonos. 1:1?
(PoHanbg ®uwep, 1930)

CooTHoweHue 1:1 oyeHb LWNPOKO pacnpoCTpaHeHOo. Y MOHO- U
NOIMFaMHBbIX, Y 3200TALLMXCA O MOTOMCTBE U HET...

A,EI,aFITMBHOCTb C TOUKHU 3PEHUA «bnara nonynaunm» COMHUTENIbHA.

[onyctm, Ana nonynaumm onTMMasibHO COOTHOLLEHUE CaMOK U
camuos 4:1 (3To peanncTtuyHoe gonylleHue)

[lonycTm, YTO CaMKM POXKatOT AeTeHbIWEN MMEHHO B TAaKOM
nponopuuun (4:1).

3TO COCTOAHME HE ABNAETCA 3BOJIKOUMOHHO CTAabU/IbHbIM, MOTOMY
4TO:

Ecnv BO3HUKHET MyTauMa, HOCUTE/IbHMLLG KOTOPOM CTaHeT PorKaTb
60/bLLe CbIHOBEN, TO OHa OCTaBUT 60/blle BHYKOB/BHYYEK.
CnepoBaTenbHO, €e MyTaumsa PacnpoCcTpaHuUTCA.



JleMOHCTpauunAa Toro, YTo mytauma
PACMNpPOCTPAHUTCA

Honyctum, B nonynaumm 1000 camuyos 1 4000 camokK. lonyctnm, oHuU
NPOU3BOAAT B Ka*KAom nokoneHnmn 5000 geteHbiwen (aoxKnBaroWmMx 40
3penocTun).

CpeagHee ymcio NnoTomKkos camua: 5000/1000=5; camku: 5000/4000=1,25.

Taknm 0bpasom, CbiH NPUHECEeT poauTenam B cpeaHem B 4 pasa b6onblie
BHYKOB M1 BHY4YeK, YemM Ao4b. T.e. cbiH — B 4 pa3a 6onee apdekTMBHaAA MaLLNHA
ANA pacnpocTpaHeHnsa reHoB poanuTenem, Yem AoYb.

BbiBOA: €C/I BOSHUKHET MyTaLuA, NOBbILWAKOLLLAA BEPOATHOCTb POXKAEHUA
CbIHOBEWN, 3Ta MyTauua, 61arogaps NOBbILLEHHOMY YUCNY BHYKOB, byaeT
PacnpoCTPaHATLCA (3TUMM CaMbiMM BHYKamm).

Takne myTtaumm 6yayT pacnpocTpaHATLCA A0 TeX NOP, MOKa COOTHOLWEeHue
nonos He ctaHeT 1:1. ToNIbKO B 3TOM C/y4ae HUKaKaAa HOBasA MyTaums,
MEHAOLLLAA COOTHOLIEHME NO0B Y MOTOMCTBA, HE NMOJIYYUT CEIEKTUBHOTO
npenmyLLecTsa.

N HUKOMY HeT gena Ao «bnara nonynauum».



* MMpnHumMn Puwepa He cpabaTbiBaeT
(3BONOUMOHHO CcTabuabHbIM byaeT
COOTHOLLEeHMne, oTanyatoweecs ot 1:1), ecnum
BbICOKA BEPOATHOCTb 6/IM3KOPOACTBEHHbIX
CKpeLLMBaHUM.

* [ToTOMY YTO ecnu BalUU CbIHOBbA byAyT
CKPEeLLMBATLCA C BalLlMMM XKe A04YepPbMU, TO
YMCN0 BalLMX BHYKOB onpeaensaeTca ToNbKo
YMCZIOM BaLLUUX AoYepen, a CbiIHa XBaTUT
OZHOTO.



[TayTUHHbIE KneLwn
(Tetranychidae)
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Ha ocHoBe ogHOM 1 TOW e NPUPOLHON NOMYNALMU NAYTUHHBIX KIeLlen
cosganu 9 nabopatopHbix nonynauun. MNepebie 3 (LMC+) 54 nokoneHus
BblpalLMBanu B YCNOBUAX MakCUMarbHOW KOHKYPEHLMN MexXay
OpaTbsiMu: cnapyBaHUs NPOMUCXOLMMNN TOMBLKO MEXAY NOTOMKaMu O4HOWN W
TOWn e caMkn. Bo BTopon Tpomnke (LMC-) rpynnbl cnapmBaHus COCTONANN
n3 notomctea 10 camok. B TpeTben (Panmixia) rpynnbl BKIoYanu
notomkoB 100 camok.

OBONOUMOHHO CTabunbHOE COOTHOLLIEHNE MOMOB AOMMKHO COOTBETCTBOBATh
dopmyne (N — 1)(2N — 1)/N(4N — 1), rae N — Konm4ecTBO CaMOK, Yb€ MOTOMCTBO
COCTaBnsieT OAHY «rpynny cnapuBaHms».

E. Macke, S. Magalhaes, F. Bach, I. Olivieri. Experimental Evolution of Reduced Sex Ratio Adjustment Under
Local Mate Competition // Science. 2011.



PaccyxaeHue duwepa BEpHO
ANA TeHOB, PAacNPOCTPaHAEMbIX
N cCaMuUaMu, U CaMKaMMU.

[lpyroe Aeno — rexol,
PACNPOCTPAHAIOLLNECH TO/IbKO
MO XXEHCKOMN NNHUU
(uMTOonnasmaTuyeckme).

Hanpumep, reHbl Bonbbaxmm u
Ap. uMTONNa3MaThy.
3HAO0CUMOUNOHTOB.

OHM pacnpocTpaHAtoTCcA
TO/IbKO CaMKaMMu, U OHU byayT
PAcNPOCTPaHATLCA TEM
bbicTpee, Yem HUXKe
BEPOATHOCTb POXKAEHUSA
CaMLLOB.

«3rOUCTUYHbIEN
LMTONNA3MATUYECKUE TEHDbI
HepeaKo MNbITaloTCA CHU3NUTD
[OII0 MYKCKUX ocobeli B
nonynaumm
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Benokpbinka Bemisia tabaci — onacHbIn c-x BpeauTerb
(poaHs TNnen v WKUTOBOK; rannogunnong). B
nocnegHue rogbl aHoocumbumnoTmnyeckasa Rickettsia
CTPEMUTENBHO pacnpocTpaHaeTcs B NONynsaunax
©enokpbInok Ha toro-3anage CLUA, 3actaBnsss camok
npon3BoanTb Ha cBeT 70-80% gouepemn (+ap. ynoskm).

Mexxdy npo4yum, mo, 4mo ama cmpameausi
«pabomaem», dokasbigeaem 8aniuOHOCMb PaccyX0eHUusl
MatiHapOa Cmuma o «080UHOU UeHe caMu08»

Himler et al. Rapid Spread of a Bacterial Symbiont in an Invasive Whitefly
Is Driven by Fitness Benefits and Female Bias // Science. 2011



baoennongHbie KOJ1OBPAaTKN — €OVHCTBEHHbLIN KIMacc XUBOTHbIX,
NONMHOCTbLI OTKa3aBLLUMNCA OT MOJSI0BOro Pa3MHOXEHUA

boennougHble konospaTtkn: a — Philodina roseola, b — Macrotrachela
quadricornifera, c — Habrotrocha constricta, d — Adineta vaga. [nvHa
mMacwitabHon nuHenkn 0,1 mm. ®oTo ¢ canta www.nature.com

Eugene A. Gladyshev, Matthew Meselson, Irina R. Arkhipova. Massive Horizontal Gene Transfer
in Bdelloid Rotifers // Science. 2008. V. 320. P. 1210-1213.



A Telomeric/ B Gene-rich Foreign (1%)

TE-rich Foreign (6%) Indeterminate
Indeterminate

Metazoan
(33%)

Noncoding : Noncoding 167
(500/0) N S (520/0)

Retroelements (7%)

Konn4yectBo reHoB, 3aMMCTBOBaHHbIX baennonaHon konospaTtkon Adineta vaga y
npeacraBuTeNnen Apyrux LapcTs, B NPUKOHLEBBLIX (A) 1 B LeHTpanbHbIX (B) y4acTtkax
XPOMOCOM.

Foreign — reHbl, HECOMHEHHO 3aMMCTBOBaHHbIE Y NpeacTaBUTENEN OpPYrMx LapCTs;
Indeterminate — reHbl, Ybe «4y>XepOoQHOE» NpoucxoxageHne nog sonpocom; Metazoan
— reHbl, IBHO MMELLINE XXNBOTHOE NPOUCXOXKAEHNE, TO eCTb NMbo «cBOU», NMBO

3aUMCTBOBaHHbIE Y APYINX }KNBOTHbIX.



[Moyemy y 64en101MAHbIX KO/TOBPATOK
ocnabneHbl bapbepbl, npenarcTaytowme M7

o MUBYT B MeNIKUX Ny3}Kax, NepeHOoCAT BbiCbIXaHWe, pa3HOCATCA
BETPOM (3TO, Mexay NPoYMM, NomoraeT n3basnaTbca oT
NapasmnToB, KOTOPbIE He TaK XOPOLLO NEPEHOCAT BbiCbIXaHMe).

* [lpn aTom MmoryT noBpexKaaTbca 060N04YKN KNEeTOK U aaep (1 Tyaa
Mory nonactb pparmeHTbl Yyxxo JHK).

* [loBpexaatoTca TakKe n xpomocombl (double-strand breaks)

* [locne pasmoKaHUA — penapaumsa XpoMOCOM, B XOAe KOTOPOM
yyxne dparmeHTbl MOTyT C/IY4aMHO BKAOYATLCA B XPOMOCOMBbI.

* B TOM 4Yncne — nytem romosormyHou pekombuHauum.
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[OMOZIOTUYHAA
pekombuHaumA

ObMmeH roMmo/IOTMYHbIMU
y4yacTKaMu MexXay pa3HbiMU
moneKkynamum [ HK.

EcTb y Bcex (T.e. o4eHb ApeBHUN
MEXaHN3M).

[Moasnnca npeanonNoXNTENbHO
KaK cnocob penapauumn (B T.u.
3aLlLMBAHMA ABONHbIX
Pa3pbIBOB).

KpoccuHrosep — 310 ogHa m3
dopm romonormnyHou
pPEKOMOUHaUUN.



‘ 5’ to 3’ resection

¢ Strand invasion, DNA synthesis
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Second end capture,

D-loop extension Dissociation
Double Holliday T
junction L‘E S
¢ Resolution ¢ Annealing

DSBR (crossovers) SDSA (non-crossovers)

BapuaHTbl ['P, HadnHarowmeca ¢ oBOMHOro paspblisa:
double-strand break repair (DSBR)
synthesis-dependent strand annealing (SDSA)

D.V.Bugreev et al., 2011. The resistance of DMC1 D-loops to dissociation may account for
the DMC1 requirement in meiosis



C 3BOMOLUMOHHON TOYKU 3PEHUA MNMOJ1IE3HO pPa3rindaTb
OBa Tuna roMmonorm4Houn peKOM6l/IHaLI,l/II/IZ

CMMMETPUYHaA. aCMMMETPUYHanA:
crossover gene conversion



Bo3moxKHo, M B KaKOM-TO cmbicnie 3ameHAeT baennonaHbim
KONoBpaTKam NoNoBOe pa3MHOXKeHue?

* baennonaHble KONOBPATKM — eAUHCTBEHHAH
rpynmna *MBOTHbIX, KOTOpaa AaBHO OTKa3anachb
OT NO/IOBOr0 PAa3MHOMKEHUA N A0 CUX MOP He
BbIMepAa.

* EAMHCTBEHHAA rpynna *XMBOTHbIX, Y KOTOPOW
obHapyKeH maccoBbin [TII — 3To onATb-TaKu
6aennonaHble KONOBPATKM.

* Bpaa nn aTo cnyvyamHoe coBnageHue.

* [loAaBnAtoTCA AaHHble, YTO Yy 64eNN10UAHbIX KONOBPATOK
NENCTBUTE/IbHO eCTb BHYTPUBUA0BAA PEKOMOUHALMA
(TpaHCcPOpMauUA, KaK y NPOKAPUOT)



B yem npenmyulecTtso?

e OHO AO0MKHO ObITb 3HaYUTENbHBIM (YTODDI
nepeBecuTb «ABOMHYIO LUEHY»)

e OHO A0/1KHO BbITb bbICTPbIM (OTOOPY HET Aena Ao

TOro, 4to byaeTt Yepes MUIINOH NET) (Ho, NocKombKy

nosie3Hble anienn BbiTeCHAT BpeAHble HE MTHOBEHHO, TO BO3MOMEH «0TOOop
BTOPOro nopsKka Ha CnocobHOCTb /ly4llie 3BO/IIOLMOHMPOBATLY, T.€. Y
NMPU3HAKa eCTb CKO/IbKO-TO MOKOJIEHMI B 3anace, YTobbl OTCPOYEHHOE

NPEMMYLLLECTBO YCrnesio NposBUTbCA. Bnpoyem, npn ABOMHOM NPenmyLLEecTBe
6ecnonbix (s=0.5), BpemeHn coBcem mano).



XpanoBuK Mennepa

B 6ecnonon nonynsaumnm otbop moxKeT oTOpPaKoBbIBaTb
TONbKO LeNble FEHOMbI, HO HE OTAE/IbHbIE FEeHbI.

Echu y 6ecnonoro opraHMama Bo3HUMKaeT BpegHasn
MyTaLM1A, ero NOTOMKMU y>Ke He MOTyT OT Hee
n36aBuTbCA. «PoaoBoe NpoKAATMEY.

B 6ecnonon nonynaumnm cnyd4amHaa rubenb ocobwm c
HaUMEHbLUMM YNCNOM BPEAHbIX MyTaLUM —
HeobpaTumasna notepa («xpanoBMK NoBepPHYACA»). T.K.
Henb3s, He CMEeLLMBAs reHbl pa3HbiXx ocoben, caenatb
N3 NJIOXMX FTEHOMOB reHOM MoJyyLle.

[MosTomy npu onpeaeneHHbIXx ycnosuax B becnonomn
nonynaumu yaeTt naTM HEYKNOHHOE HaKoM/IeHue
BPeAHbIX MyTaLUN.

Yem 6onble U, Tem BCE xyxe. Mpn m=const, U
onpegenaeTca pasmepom reHoma. becnonble
OpPraHM3mbl He MOTyT N03BOAUTbL cebe MMeTb MHOTO
None3HbIX reHoB (0TCloAa — BbIHYKAEHHAA NPOCTOTA
CTPOEHMSA).

Becnonble opraHn3mbl byayT BbIMUPATb, EC/IN Y HUX T
byayT: maneHbKkMe nonynaumm (M KpynHbie pasmepbl), —M
Mal0e YNC/I0 MOTOMKOB (T.K. TOZIbKO O4YeHb

3pPEKTUBHbBIN OUUNLLAIOLWLNA OTOOP MOXKET UX CNACTK).

[epmaH Ménnep
(1890 — 1967)




PekombunHauma «cnacaeT» oT XxpanoBuka Ménnepa

Mpwu n.p. (nan perynapHom poaCcTBEHHOM
Ml B cOMETaHMU C TOMOJIOTUYHOM
pekombuHauuen) MHAMBUAYabHbIE
reHOMbI NepemeLlnBatoTCA, a HOBble
dopmupytotca ns pparmeHTOB.

Bharogaps pekombuHauum ns
«OTATOLEHHbIX» TEHOMOB reHepPUPYHOTCS
MEHee OTATOLLEHHDbIE.

YTpaTa camomn HEOTAroLWEeHHOM ocobu —
obpatuma.

[eHbl OT6MpaI-OTCF| Nno oTaeNbHOCTHU, a HE
LeNbIMU TEHOMaMMW.

lfeHodoHA nonynaumm — ocobas HoBas
CYLLHOCTb, KOTOPOW HeT y becnonbix
OpraHU3moB.

poautenu
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Uoes Ne1: NMNonoBoe pasMHOXeHUe cnocoocTByeT
OYULLEHUIO FEHOMOB OT «reHeTU4YecKoro rpysa», To eCTb
nomoraeT u3daBnATbLCA OT BO3HUKAKOLWUX BpeaHbIX

MyTauUuN, He AoNyCcKasi BbIPOXOEeHUs

KPOCCUHIroBep
MEeXay MyTaHTHbIMU
NOKycamu BegeT K
obpasoBaHuIO ramer,
OTArOLLEHHbIX
MyTauuamm a)
cunbHee, 6) cnabee,
4yeM poguTenbCcKme
rameThbl
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Cekc yBennyMBaeT gncnepcumo npmucnocobneHHoct. CpegHsasa w notomcTea OyaeT Takas xe, Kak y 6ecnornbix
poauTenen, Ho pasbpoc — Bonblle. YacTb noTomkoB 6yayT 6onee npmucnocobneHbl, Yem fobon N3 NOTOMKOB
6ecnonbix poguTtenen. OHM 1 yHacnegyT Myp (Nepegas CrieayoLlwmm NOKONEHNSM KoMK «FEHOB M.p.»)

OT160p «Onn3opyk». OH NOAAEPKUT «FEH MNONOBOro Pa3MHOXEHUA» HE NOTOMY, YTO TOT
3alnWaeT NonNynsaumio OT BbIpOXAEHUS. A NOTOMY, YTO cpean NOTOMKOB OpraHM3MOB
C TakmMm reHom byayT ocobu, bonee npmcnocobneHHble, YeM NOOOM N3 MNOTOMKOB
opraHn3moB 6e3 Hero.

0




Uncno ocoben

Bonee obwee obbAcHeHUE: obMeH reHamum
YBE/IMYMBAET AUCMEPCUIO NPUCNOCODNEHHOCTU

PacnpeneneHue
NpPUCnocobneHHoCTH

no obmeHa re\halvm\

PacnpegeneHue
NpMcnocobneHHoCTH
nocrie obmeHa
reHamm

-10 -8 - -4 -2

[eHOTUMbI C
NOBbILLIEHHOM
NpPUCNocobsIEHHOCTLIO,
NosiIBMBLLUMECSH B
pesynsrate obmeHa
reHamu.

6 8 10

[MpncnocobneHHoCTb



buHoOMMnaneHoe pacrnipeaeneHue.

[Mpu yncne reHoB G = 15 1 BEPOATHOCTM MyTauum Kaxgoro reHa m = 0.8

(U =15 x 0.8 = 12) gponsi n0oTOMKOB (B NepBOM NOKOMNEHNU, 4O 0TOOpa) C pasHbIM
yucnom myTtaumn (X) byaet pacnpegeneHa buHoMUarnsHo:

Binomial distribution withn =15 and p=0.8

025 —

020 —

005 —

00714 NOTOMKOB
Probability

oD — —1 ] _I
| 1 I 1T 1 I T 1T 1 I T 1
g 1 2 2 4 5 &8 F B 9 10 11 12 12 14 15
X
4yucno (BpeaHbixX) MyTaumn B reHoMe

Cekc go3gpawaem pacrnpedeneHue K buHomuansHoMmy. [loamomy e obwem criydae
CeKC rosbicum oucriepcuro rpucrnocobrieHHocMuU mMorbKoO 8 MoM criy4dae, ecriu
ucxo0OHoe pacripederieHue (00 cekca) nodemy-mo okasasocb boree y3KuM, 4em
6uHoMUarnbHoe. 3Mo Moxem ripousoumu , Harip., U3-3a omcekaruje2o ombéopa.




Probability
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0.05

n0.oo

1. nocrne MyTMpoBaHUS:
Binomial distribution withn =15 and p=0.8

2. [Nocne otcekatowero otoopa.
HoBbi payHg otbopa 6ecrnoneseH.
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3. Nocne pekombuHauun. PacnpegeneHne cHoBa

npnbnmkaetca kK GBUHOMManNbHOMY, HO CO CMELLIEHHbIM B
«JTy4LlY0» CTOPOHY MakcumMymom. HoBbli payHa
oTbopa onaTb OyaeT adhdekTUBEH.



Npea No2: «3pdpeKkT Pnwepa — Ménnepa». lNonoBoe pasmHOXKeHUe
cnocobcTByeT 6bos1ee ObICTPOMY HAaKOMAEHUIO MOAE3HbIX MyTaL Ui

Ecnhu B 6ecnonoit nonynsuunm
BO3HWKAET HECKO/IbKO NONE3HbIX
MYTaLWNIA, NOTOMKN yaa4uHbIX
MYTaHTOB KOHKYPUPYIOT U
BbITECHAIOT APYr Apyra
(KnoHanbHana UHTepdepeHumns). B
ntore 3adpUKCMpPyeTca TONbKO OAHA
MyTaLMA — caman nosiesHas, a
OCTa/ibHble ByayT BbITECHEHbI.

B nonynaummn, cnocobHOM K ceKcy, Population 2: Large, sexual
nonesHble MyTauumn obbeanHATCA
B OZLHOM reHoMe. 3abuKcupytoTca
BCE.

Monynauua, cnocobHanA K Cekcy —
eVHbIN reHodOoHA, eanHas
«3BONOLUMOHHAA nabopatopuar.
becnonaa nonynaymna — ceopa
KOHKYPUPYOLWMX KTOHOB.

Population 1: Large, asexual




A Asexual B Sexual

FIGURE 23.18. The Fisher-Muller argument. (A) Favorable mutations must be established sequen-
tially in an asexual population. For example, if allele A is destined to replace a, then any favor-
able alleles that occur at other loci (B, for instance) can only be fixed if they occur within a genome
that carries A. (B) With sexual reproduction, favorable mutations at different loci can be combined;
this leads to an advantage to modifiers that causes sex and recombination. A favorable allele B
that occurs with the unfavorable allele a can be fixed if it can recombine into association with A
(red circle); if this requires that a modifier allele M be present, then allele M will also tend to in-
crease by hitchhiking.

23.18, redrawn from Barton N. et al., Science 281: 1986—1990, © 1998 American Association for the Advance-
ment of Science

Evolution © 2007 Cold Spring Harbor Laboratory Press



YT1O BaXKHee?

 MHorme agymanu, 4to NoAe3Hble MyTaLMN HAaCTONbKO PEeaKH,
4YTO UMW MOXKHO npeHebpeyb. Moatomy runotesbl 06
aAanTUBHOM 3HAaYE€HUWN CEKCA KOHLUEHTPUPOBANNCH BOKPYT
npobi1embl BbIpOXAEHUA.

e OpaHako y 6bonblMHCTBA OpraHnamoB U<<1, T.e. OHM B NOJIHOM
6e3onacHOCTU. B T.4. U MHOIMe 3yKapuoTbl C MOIOBbIM
Pa3MHOXeHnem.



ApPrymeHTbl B MO/Ib3y TOrO, YTO NONe3Hble
MYTaLMUN BO3HMKAOT 4acTo,
a 30 PpeKT Puwepa-Ménnepa o4eHb BaXKeH



1. dkcnepumeHT JleHckn (HanomuHaHue). o npowecTtemn 50 000 NoKoneHum
BGakTepun BCE eLle npoaormKaroT HakanneaTb Nosie3HbIe MyTauMn, MNoBblLLAd
CBO NpUCnocobieHHOCTb. «HencuepnaeMmocTby» 3arnaca nosfesHblix MyTauum.

Henb3s nmun npeHebperats.
2.00
A

Hypermutators A

1.75

1.50 —

Ancestral mutation rate

Relative fitness

1.25

| | | | | |
0 10,000 20,000 30,000 40,000 50,000

Time (generations)

Michael J. Wiser, Noah Ribeck, Richard E. Lenski. Long-Term Dynamics of Adaptation in Asexual Populations // Science. 2013.
V. 342. P. 1364-1367.



2. JKCNepuMeHT Ha apoXxxKax, Levy et al., 2015. (HanoMmnHaHue)

Becnonas nonynauna gpoxoken 108 ocobent, npomcxoasaiumx OT OQHOW KIETKMW.

168 nokoneHuin Ha «ronogHon» cpepe. 20-HykneotngHele «wtpuxkoabl». 500 000 knoHoB ¢
NHOMBUAYanNbHbIMKU MeTKaMn. Crieannmn 3a YNCNEHHOCTBLIO KaXXaoro KrioHa.

[MonesHasa myTauumst — 3KCNOHEeHUMarbHbIA POCT YACNEHHOCTW KINOHa

BasoBas 4yacTtoTa
MyTupoBaHus: 4-10710 Ha
HYKNeoTung 3a NokoreHne
(0.005 Ha kneTky 3a
— = ~— nokoneHue = 1 mytauus Ha
e | 200 geneHuit) (T.K. pasmep
reHoma 1,2-107).
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E 10° E—— e 10-® Ha kneTKy 3a nokoneHve
= ’ . (1 MyTaums Ha MIH
OereHun).

10" |8

100 T.e. B cpeHEM U3 KaXAbIX
i 5000 myTaumm ogHa —

Oo4YeHb none3Had. MeHee
nonesHbix (s ot 0,02 go 0,05)
BO3HMKANO Ha NOpsAaoK
6onbwe (1 n3 500, T.e.
0,2%). 91O 04EeHb MHOTrO!

0 16 32 48 64 80 96 112 128
Time (generations)

Levy S.F.,, Blundell J.R., Venkataram S., Petrov D.A., Fisher D.S. & Sherlock G. Quantitative evolutionary
dynamics using high-resolution lineage tracking // Nature. 2015. V. 519. P. 181-186.



NTak, B Becnonon nonynauum apoxoken ymcneHHoctbio 108 ocoben 3a 100
MOKOSTIEHUI BO3HUKAET MHOIO ThICAY MOSIe3HbIX MyTaLun (pasyMeeTcsi, B pasHbIX

reHax u y pasHbix ocoben).

YUTo nponsonaet co BCeM 9TUM «reHeTu4Yeckum 6oratctBoM» B AanbHenem?
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OHo 6ygeT 6e3gapHo
pacTpadeHo n3-3a
oecnonoctu! B xoge
KIoHanbHOM UHTepdepeHLnn
BCe nonesHble Mytauum byayt
BbITECHEHbI 1 NOTEPSAHI,
KpomMe OogHON-eQUHCTBEHHOU —
camMou nonesHoun, kKoTopas B
nTore n saapuKcnpyertcq.

OTOT NpuUMep HarnsgHo
NNSTIOCTPUPYET OFPOMHYHO
BaXXHOCTb MEXOPraHM3mMeHHOM
pekoMbuHauun ang

9P EeKTMBHON 3BOSIOLUN.

U 0aem ocHosaHus Oymamb, 4mo achghekm Quwepa-Ménnepa moxem 6bimb 2riagHou
MPUYUHOU CoxpaHeHUs MosI08020 PasMHOXEHUS y bonbwuHcmea aykapuom.



lNMpoBepsemoe cneacteue n3 moaenu Puwepa-Mennepa:

Becnonas nonynauma nonyyaeT MeHbLUE Mofb3bl OT 60SbLLON YNCTIEHHOCTH,
YyeMm nonosas (unu npaktukytowasn ).

1+2+344

3+4
1+2 1+2

Nnun, no-gpyromy: 6onbluas nonynaums nony4aet 6onblie Nonb3bl OT Cekca, YeM
MarneHbKasl.

Cekc (unu I'TIl') no3esonsiem rnosne3HbIM Mymauyusam 06bedUHSIMbLCS 8MeCImo
moz2o, Ymobbl KOHKypuUpo8amb U 8bIMECHSAMb Opya dpyeaa




JKkcnepuMeHTanbLHoe noaTBepXaeHue.

« XrytukoHocubl Chlamydomonas reinhardtii.

* MoryT pasmHoXaTbca 6ecrnonsbIM NyTemM U NONOBbIM (raMeThl,
KOTOpbl€ 3aTEM CIMBAKOTCS B 3UTOTHI).

» [lonoBoe pasMHOXEeHME MOXHO CTUMYNupoBaTb (NOMECTUB B BOAY,
He codepXallyto coegMHeHnn asoTa), a MOXXHO 3abnokmpoBaTb —
NOMECTUB B aKBapUyM XIYTUKOHOCLIEB TONbKO OAHOro «nomnax (T.C.)

* [Nonynauuu pasHoro pasmepa npucnocabnmeanuck K
HebnaronpmaTHeIM ycnosuam. OgHM nonynsauum pasmMHoXKanachb Kak
BecnonbiM, Tak 1 NOMOBLIM NyTEM, APYrne — TofbKO 6eCnosbIM.

« CnycTta 50 nokoneHun namepunm npnucnocobieHHoOCTb (CKOPOCTb
pa3MH. Mo CpaBH. C Npegkamn).

» Bce 6ecnonble npucnocobunmcb NoYTU OANHAKOBO MNIIOXO —
bonbLlune NUb HEHAMHOTO NyYlle ManeHbKUX.

« [lonynsuuu, npakTUKoBaBLUME CEKC, NpUcnocobmnuce ny4yue. Yem
BbllLE YMCMEHHOCTb, TEM CUNbHEE NPOSABUIIOCH NX NPENMYLLECTBO.
ManeHbkne nonynsaumm (1000 ocoben) npucnocobunmnce Ha 2% ny4dwe
6ecnosnbix, 100,000 — Ha 7%, 1,000,000. — Ha 13%.

« T.0., noaTBEPOUNOCH NPOBEPSEMOE CIEACTBME, BbITEKAlOLLEE U3
mogenun duwepa-Mennepa.

Colegrave N. 2002. Sex releases the speed limit on evolution // Nature. V.
420. P. 664-666.



Ynob6HbIN 06BEKT AN U3YYEHUA IBONOLMM NONA

Y kpyrnbix YepBen Caenorhabditis elegans HeT caMok, a eCTb TOSIbKO caMLbl (cr1e8a)
n repmadppoauTsl (cripasa). FrepmadpoamUToB MOXHO OTIIMYUTL MO TOHKOMY
OMHHOMY XBOCTUKY.

Levi T. Morran, Michelle D. Parmenter, Patrick C. Phillips. Mutation load and rapid
adaptation favour outcrossing over self-fertilization // Nature. 2009.



Cuctema onpegenenusa nonay C. elegans

XX —repmadpoant X- (X0) - cawmey
ANLEKNETKN N cnepMmn MOXXET ONSl. repm.
cn-6eH K camoonnon.

XX XX =X
l /\ NnepekpecTHoe
CamMoonnoaoTBOPEHNe
OnnoaoTBOpEHME
XX XX X

NosioBMHa NOTOMCTBA
— repmadopoauThbl,
NofoBMHA — camubl

BCE NMOTOMCTBO —
repmadppoanThl



CpaBHMBaINCLb 3 TIMHUU YEePBEN:

«Anknnm Tun» (KoHTposab). YacToTa
NnepeKkpecTHOro onaoa0TBOpeHUs okono 5%.

MyTaHTbl C 06/UraTHbIM
CaMoONN1040TBOPEHMEM (CaML,OB HET).

MyTaHTbl C 06/IMraTHBIM NEPEKPECTHbLIM
onsioaoTBopeHnem (0bblyHaA pa3genbHoNoAas
nonynauma).

MyTareHes bbbl yCKopeH B 4 pa3a npu NOMOLUM
XUMHNYHECKOTIO MyTalreHa (3TVIJ'IM€TaHCW'Ib(I)OHaTa)



Overhead
view

C. elegans &

Ampicillin E. coli

Side
view

Cxema aKkcrnepuMeHTanbHom yctaHoBkM. Monoabix YepBen Kaxxgoro HOBOro
NOKOSTIEHUS MOMELLLAIOT B JIEBYIO MOSTOBUHY Yallku (20s1y60U Kpy»KoK). YUTobbI
aobpatbes Ao eabl (kernmeil osarl), OHWN OOSMKHbI NpeogoneTs dapbep.
Cnabble ocobu, neperpyXeHHble BpeaHbIMU MyTaunaMn, peaKo CrpaBnsaoTcs
C 9TOM 3aJa4Yeun.



Pe3ynbratbl aKCcnepmmeHTa 1:

3a 50 nokoneHnn NoBbIWEHHAasaA CKOPOCTb MYTUPOBAHMA NpuUBena K
BbIPOXAEHUIO (CHUKEeHUIo NnpucnocobaeHHOCTU) Bcex Nnopos,
4yepBeEN, KpoOMe «0BIUTaTHLIX MEPEKPECTHNKOBY.

YacToTa nepeKkpecTHOro onno40TBOPEHUA Y «AUKUX» YepBeEW

B XOZ.e 3KCNepuMeHTa yBeandmnaach (ctana Bbie ncxogHbix 5%).
3TO 3HAYUT, YTO B KECTKMX YC/IOBUAX SKCMEPUMEHTA €CTECTBEHHbIN
oTbop 6naronpuaTcTBOBaN 0COOAM, PAa3MHOXKAOLWMMCA NYyTEM

nepekpecTHoro onno40TBOPEHMUA (N0 CKNOHHOCTYU K

I'IepeerCTHOMY/CaMOOI'IIIO,EI,OTBOpeHVII-O €CTb HacneacreeHHad MNaMeH4YnBOCTb,
NO3TOMY NPU3HAK MOXET 3BOJTIOLUNOHNPOBATDL MO, ,£I,€I71CTBI/IEM 0T6opa)

Pe3ynbTaThbl NOATBEPKAAIOT rMNOTE3Y O TOM, YTO NEepeKpecTHoe
onnoAoTBOpeHMe nomoraeT n3baBnaTbca OT BpeAHbIX MyTaL Ui,



JKCNepumMeHT 2

* [lomoraeTt M nepeKkpecTHoe ona10A40TBOpPEHME
BblpabaTbliBaTb HOBble aganTaUnm NyTem
HaKoOMN/IeHNA NOAE3HbIX MyTaLUin?

 Tenepb YyepBam, yTobbl AobpaTbea Ao nuwu (E. coli),
HYXHO bbln0 NpeogonetTb 06/1acTb, 3aCENEHHYIO
natToreHHbIMM bakTepuamu (Serratia).



JKCNEepPUMEHT 2: pe3ynbTaT

3a 40 noKoneHnn «obanraTHble NePeKkPeCcTHNKU»
NPUCNOCOBUNNCH K HOBbIM YCIOBUAM Ny4LlE BCEX,
«0banraTHble CaMoonao40TBOPUTENUR - HE
npucnocobuancob Bosce.

Y « AUKUX» YepBel BbipoCaa YacToTa NEPeKpPecTHoro
OnNJI0A0TBOPEHMUS.

[MnoTesa o TOM, YTO NepeKpecTHoe onaoA0TBOpeHUue
nomoraeT HaKan/iuBaTb NoJsie3Hble MyTaLuU, TOXKe
noasepannach.

T.0., SKCNEPMMEHT NOKa3as, YTo NepeKpecTHoe
ONo/JIoA0TBOPEHME AaeT HemMealeHHOe aJanTUBHOe
NPeMmyLLEecTBO No CPaBHEHUIO C CaMOONI040TBOPEHNEM. ITO
NPEMMYLLLECTBO NepesBeLlnBaeT «LeHy CamLoBY.



KonospaTkn Knacca Monogononta (KoTopble, B OTAKMYME OT baennonaen, He
OTKa3a/1MCb OT NONOBOr0 PAa3MHOMKEHMUSA)

AMICTIC

AMICTIC

FEMALE \ AMICTIC

FEMALE

EGG

€ stimulus  C HYMM TOXe Bbiny NpoBedeHb|

dHal10r'n4yHbl€e 3KCMNEPUMEHTHI.

A MICTIC
J FEMALE

Okasarocb, YTo B CTabWIMbHbIX YCOBUSIX
oTOOp Nnogaep>KMBaeT CKITOHHOCTb K
BGecrnonomMmy pasmMHOXeHUIO, B

stimulus N NMepemMeH4YMBbIX YCOBUSX — K NMONIOBOMY.

. 3Hauu1T, 4eNO B NOME3HbIX MyTauUuUsx u
EGG adppekte O-M!

L.Becks, A.F.Agrawal. Higher rates of sex evolve in spatially heterogeneous environments // Nature. 2010.



[1Ba HEOTbEMNEMbIX CBOMCTBA K/IOHAJ/IbHOTO
PA3MHOKEHMA, KOTOPbIe 3aTPYAHAIOT aAanTaumto K
MeHsawmmca ycnosmam. Oba ycnewHo 6/10KMpyYOTCS
NOJIOBbIM PAa3MHOXEHUNEM:

 KnoHanbHasa nHtepdepeHuUa (BeJeT K notepe
6ONbLINHCTBA NONE3HbIX MyTaLUUi)

* [eHeTMuyecKni aBTOCTON (BEAET K 3aKpenaeHuto
cnaboBpeaHbIX MyTaLMM BMeCTe C Noae3HbIMM)



«[ eHeTn4yecknm aBToCTOM»

* [1pn KNOHA/IbHOM Pa3MHOKEHMNM NONE3HAA
MYTaLUMA MOXKeET 3aPUKCUPOBATLCHA TONbKO
BMeECTe CO BCEM CBOUM «T€HETUYECKUM
6aKrpayHgom», BKAtOYasa Bce cabospegHble
MYTaLLMN, UMEIOLLMUECA B TOM }KE reHOME.

* [IpN KNOHANbHOM Pa3MHOXEHUN AOHKHO
PUKCMpOBaATLCA MHOIO c1aboBpeaHbIX 33 CYET
«reHeTUYeCcKoro aBTocTona.

* CeKC Hy)eH, 4Tobbl oOTAENATb NoNe3Hble
MyTauuun oT BpeaHbix!



JKCNEepPUMEHT, KOTOPbIA PacCcTaBAAET BCe TOUKU HaA, i B
BOMPOCE O TOM, 3a4eM HY>KHO N0/I0BOE Pa3MHOXXEHUe

NTaK, eCcTb 3KCNepMMeHTa/ibHble NOATBEPXKAEHUA TOr0, YTO CEKC YCKOPAET afaanTaumio;
ecTb NpaBAonogobHblie Teopumn, 06 BACHAKOLWME 3TO.

He xBaTaeT NnpAMbIX MONEKYNAPHO-TEHETUYECKUX NOATBEPKAEHUN TOrO, YTO YCKOPEHME
agantauum AencTBUTENbHO CBA3AHO C TEOPETUYECKM NpeacKa3aHHbIMU MEeXaHU3MaMM
(TaKMMM KaK reHeTUYecCKnit aBToCcTon 1 KNIOHaAbHAA UHTepdepeHuma).

N3rotosmnnu NMaeHTNYHbIE LUTAMMDbI ,u,pommeﬁ N 3aCTaBUIN UX a4alNnTUPOBATbCA K
OANHAKOBbIM YCAOBUAM, NMpHUY4eEM OAHN PA3MHOXKA/INCb TO/IbKO NMOYKOBaHUEM, a APYTINX
3aCTaB/1aA/11 pPa3 B 90 noKoNeHUn npon3BoanTb NOTOMCTBO MOJZIOBbIM NMYTEM.
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M.J. McDonald, D.P. Rice, M.M. Desai, 2016. Sex speeds adaptation by altering the
dynamics of molecular evolution // Nature
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Bce ycnosua ogmHaKkosble.
YncneHHoctu nopaaka 100 000.

3a 1000 nokoneHnn «nonosbley
aZ.anTMPOBANNCL Nydlle «becnonbix».

CEKBEHVIpOBaHMe NMOKa3a/10, 4YTo
MmyTareHe3 He pa3/invyaJiCa.

Y 6ecnonbix 3adpUKCMpPOBaANOCH >
MYTaLUWM, B T.4. MHOTO HEUTPA/IbHbIX.
Y N0/10BbIX < M MOYTU UCKNOYUTENIbBHO
3HaYnMble.

Npend HXU Npu yem, T.K. NpU TaKOoM
ynucneHHocTn 3a 1000 nokoneHumn
apend He ycneet A0BECTU MyTaLUIO
0o puKkcaumnm. 31o otbop!

CornacyeTca c naeem o TOM, YTO CEKC
NOMOraeT BblAenATb NonesHble
MYTaLUU N GUKCUPOBATL TONIbKO UX,
6e3 «poHa». B KNOHaNbHbIX
nonynaumnax HemsbexKHo pUKcmnpyeTcs
MHOro «Mycopa»

200 —
Intergenic

150 Synonymous

B Nonsynonymous

100

Number of mutations

(o)
o

All  Fixed All

Fixed
Sexual

Asexual
Yucno Bcex noasmBLUMXcS (TovHee, gocturwmnx 10%
yacToTbl) myTauun (All) n Tex N3 HUX, KOTOPbIE K KOHLLY
aKkcnepumMeHTa 3adukcmpoBanuck (Fixed).
CyMMUMpOBaHbI faHHble Mo YeTbipeM 6ecnosnbimM 1
YyeTbipeM NonosbIM nonynaunam. CupeHeabiM
usemom 0B03Ha4YEeHbl MyTaLUN B MEXTEHHbIX
y4yacTKax, XesimbIM — CUHOHUMUWYHbIE, CUHUM —
HECUHOHUMUWYHbIE
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Kak nmossBuJj1och 1moJjoBoe
pPa3sMHOKeHHUe?

[1.p. — XapakTepHagd
yepTa 3yKapuoT.

Y NpoKkapuoT ecTb
aHarnor n.p. —
rOpU3OHTaNbHbLIN
nepeHoc reHos (')

lNonoeou npouecc y apxeu Haloferax:
obpaszoeaHue yumoriiasmMamu4eckux MOCMUKO8



[Mpokapuotudeckun ['T1IN B npuHUmMne MoXxeT
obecne4dnBaTb Te Xe NPenMyLLEeCTBa, YTO U
9YKapnoTUYECKNIN CEeKC, HO eCTb PAa TEXHUYECKMX

npobnem.



OTAn4YnA s3yKapmoTu4yecKkoro cekca
(ampummmkcunca) ot npokapmortuueckoro (I'ir):

3YKAPUOTbHI (amdpmmmkcuc):

e O6b6MmeH reHamu B3aUMHbIN,
CUMMETPUYHbIN: KaXXablN Y4aCTHUK
ABNSAETCA U AOHOPOM, U
PELUNNEHTOM.

* [lonHoreHoMHasa pekombuHaums: B
obMeHe y4acTBYIOT ABa MNOAHbIX
reHoma.

e Bce yyacTByloLLME FEHbI COXPAHAIOT
LUAaHC NePENTN K MOTOMKAM.

MPOKAPUOTbI (FM):

ObmeH reHamn og4HOHaNPaB/IEHHbIN,
aCUMMETPUYHbBIN: OAMH YYACTHUK —
AoHop AHK, apyron — peumnnmeHrt.

YyacTtByeT ogMH NO/IHbIA TEHOM M OAWH
dparmeHrT.

3auMCTBOBAHHbIN GpParMeHT MoXKeT
3aMeCcTUTb cOb60M rOMONOTMYHbIN
yyacTtoKk JHK peunnueHTa, KOTOpbIN
NPU 3TOM YHUUTOXKAETCA.



Recipient cell

TpaHchopmaumsa c y{

D
rOMOIOTMYHOM ¢, N~
pekombuHaumnen y.L
DNA fragments Chromosomal DNA
from donor cells
(O.DIM H N3 TUMOB €D Recipient cell takes
up donor DNA
NPOKaAPNOTUHECKOTIO

mr)

Degraded
unrecombined DNA

between donor DNA

e Recombination occurs
and recipient DNA

Genetically transformed cell
Capyright & 2004 Pearson Education, Inc., publishing as Berjamin Cummings.



Recipient cell

B \F
2 D
NHTEeHCUBHbIN (YacTbii) nEo
o (&
reHeTUYECKU1 0bMeH naet —
MaKCMMaNbHbIN j/' =
NONOMKMTENbHbIN IDEKT. DNA fragments Chromosomal DNA

from donor cells

. €D Recipient cell takes
Ho y npoKapuoT MHTEHCUBHbIN up donor DNA

[T aBONOLUMOHHO HecTabuneH
n3-3a «cyuyuodannbHo20
acghchekma» 2eHos-
moougukamopos,
pez2ynupyrowux CKIO0HHOCMb K
3ameHe C80UX 2eHO8 YyHUumMuU.

e Recombination occurs
Degraded between donor DNA
unrecombined DNA and recipient DNA

EANHCTBEHHbIW BbIXOA, —
NepenTn K N0IHOreHOMHOM
B3aMMHOMN peKoMbUHaumu, T.e.
«MONOBOMY PAa3MHOMKEHUIO»

Genetically transformed cell

Capyright & 2004 Pearson Education, Inc., pubfishing as Barjamin Cummings.



B xoae aykapuoreHesa A0/MXKHbl 6bi/IM BO3SHUKHYTb
npeanocCbINKN ANA Nepexoga K MUHTEHCMBHOMY
reHeTM4yecKomy obmeny

CKkopee Bcero, aykapmoTbl MOABU/IUCL B YC/IOBUAX ObICTPOro pocTa
coaeprKaHnAa KMcaopoaa, Ho 030HOBOTO 3KPaHa eue He bbino.
[Moatomy nog, gencrenem YO Ha menKoBoAbe A0NKHA Oblna
BbIPACTMN KOHLUEHTPaLUMA aKTUBHbIX popm Kucnopoaa (APK) —
CUNbHbIX MyTareHos.

CumbunoreHes NpmMBeN K pe3KoMy YBEIMYEHUIO reHoMa (ero
$YHKLMOHANbHO BAa*XHOM 4YacCTK), YTO NOBbILLIAET PUCK
BbIPOXAEHUA.

NHBa31A MOOU/IbHbIX FEHETUYECKUX SNEMEHTOB N3 TEHOMA
MUTOXOHAPNANBHOIO CUMOUOHTA TOXKE MOBbICU/IA TEMI
MyTareHe3a u PUCK BbIPOXKAeHUA.



* M3-3a nosbileHnsa Temna myTtareHesa (U) puck
BbIPOXAEHMNA Y NPOTO-3YKAPUOT A0KEH Obin
BbIPaCTW.

* B Takux ycnosmax otbop AoaxKeH bbin
cnocobcTBOBaTb POCTY MHTEHCUBHOCTM
MEXKOPraHM3MeHHOM pekoMbunHaunm, Kotopas
ABN1AETCA MOLLHbIM CPeACTBOM 3aLLUUTbI OT
BbIPOXKAEHMS.

* [lpokapuotudeckumn M nmeet pag
«KOHCTPYKTUBHbIX AedeKToB» (Hanp.,
aCMMMETPUYHOCTb), HE MO3BONAIOWMX EMY AOCTUYD
BbICOKOMW YacCTOThl.



* BepoAaTHOE NpomeXKyTOYHOE 3BEHO Ha
nyTn oT [T K 3yKapnoTnyeckomy ceKkcy —
cUCTeMa reHeTn4YecKoro obmeHa
ranodunbHbix apxen Haloferax volcanii .

 (O6pa3oBaHMe UMTONNA3MATUYECKNX
MOCTUKOB, nepeaada reHomHon [HK,
BO3MOXHOCTb KaxKAon KneTKku bbITb KaK
NOHOPOM, TaK U PELIUNMNEHTOM
(Rosenshine et al., 1989; Ortenberg et al.,
1998).

CnapuaHune apxebaktepuin H. volcanii. Ctpenkamu
nokasaHbl LuTonnasMaTtmyeckme MOCTUKU Mexay
knetkamu (Rosenshine et al., 1989).




CnapuBaHue Haloferax:

1) lepenatot Kyckn reHomHon [HK pasmepom o 13% reHoma Kak MUHUMYM;

2) BoamoxHO, npouncxoguT gaxe vyactuyHoe crimaHue krnetok (cell fusion) B pes-te
gectabunusaummn umtTonnasmMaTnyeckmux MOCTUKOB.

@ chromosome o indigenous plasmid o recombinant plasmid
=

>

FIGURE 27.2 Schematic presentation of the various stages in the model for genetic
exchange in H. volcanii: | - Establishment of physical contact between cells; 11 - The creation
of cytoplasmic bridges; Il - Expansion of the bridge creating a fused cell; 1V - Division of

the fused cell.
Ortenberg, R.T., and Mevarech, R.M. (1999). A model for the genetic exchange system of the extremely halophilic

archaeon Haloferax volcanii. In Microbiology and Biogeochemistry of Hypersaline Environments, A. Aharon, ed.
(CRC press), pp. 331-338.



Gross & Bhattacharya (2010) npegnoxunmn cxemy noatanHoro nepexoga ot

NosioBoro npouecca Haloferax Kk aykapmoTnyeckomy cekcy. Ho oHm ynyctunu n3
BUOY OAHY BaXKHYIO AeTarb...

A putative model for the evolution of meiosis from archaeal conjugation.
A. Ancestral archaeal conjugation (as described in H.volcanii) involving cell fusions, bidirectional flow of plasmids, and recombination between
parental chromosomes (dark blue and green, respectively).

B and C. Chromosome linearization permitted efficient pairing of homologues and resolution of crossovers. Telomeres (orange) evolved to
protect chromosome termini and to nucleate the pairing of homologues. A centromere (orange region in the centre of chromosomes) served as a
connection between sister chromatids and as an attachment site, via kinetochores, for the meiotic spindles. This consisted of a network of
microtubules (red fibers) radiating from a microtubule-organizing center (red circle) that guided chromosome movement. The proto-ER
progressively (B - F) differentiated into the NE by wrapping segments of chromosomes to scaffold chromosome pairing (B - E) and to constrain
diffusion of broken chromosome segments (C). D. Spindle-mediated movements approximate parental chromosomes during mating.

E. Incipient karyogamy mechanics evolved to fuse proto-NE segments associated with chromosomes to create a common membrane platform to
assemble, via clustering of telomeres, the meiotic bouquet.

F. Cytokinesis based on an actomyosin contractile ring (red) facilitated splitting of the fusion partners (i.e., reductional meiotic division). NE
enclosed the nuclear compartment when nuclear pores (yellow cylinders) evolved to ensure nucleo-cytoplasmic traffic of proteins and RNA.

Gross and Bhattacharya, 2010. Uniting sex and eukaryote origins in an emerging oxygenic world // Biology Direct 2010, 5:53



Haloferax mediterranei
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Haloferax, kak n MHOrne gpyrue apxenm —
NONUNNOMUA, T.€. B KaXJ0WN KIeTKe
MHOro Konmn reHoma (B cpegHem 17).

MonnnNnNonaHOCTb NPU OTCYTCTBUM
MUTO3a BedeT K MHTEPECHbIM
9BONHOLUMOHHO-TEHETUYECKUM
nocrneacTBUaM.

Bo3moXHO, npoucxoxaeHue
9yKapMoTUYeCKOro cekca bblno cBs3aHo
C NMOSNIMNNOUAHOCTbLIO NPEAKOBbLIX apXen.

HenaBHO BbIACHUIIOCHL, YTO Y apxen
CYLLIeCTBYET CTporasa Koppensuus
MeXxay NonunionaHOCTLIO U HanMMYnem
MCTOHOB (3TO aprymMeHT B MoJsib3y
NPOUCXOXOEHUA 3YKapuoT MMEHHO OT
NONUNNOUAHbLIX apXen)



84444

NMonunnoungHocTb 6e3
MUTO3A:

Kaxxgaa no4vka nonydaert He
Mo OOHOW KOMUU Kaxaou 13
POAUTENBCKUX XPOMOCOM, a
crnydanHbIn Habop.

123

pennukaums

11'22’33’

neneHune

11’2 + 2'33’,122°+ 1’33’ u
T.[. — MHOIO BapMaHTOB.

B oTnnymne ot MnTo3a, HeT
HUKaKOW rapaHTuu, 4Yto B
KaXkayto oYKy nonager
POBHO MO O4HON KONuun
KaXXOgown N3 poauTenbCKUxX
XPOMOCOM.



CerperauMoHHbIU rpys3

[onycTm Anst NpocToThbl, YTO BCE BpedHble MyTaLMn PeLecCuBHbI (a
nornesHble, COOTBETCTBEHHO, JOMUHAHTHBI).

Toraa y nonuninongHoro aMnToTnU4eCKoro MVIKpO6a BpeaHble MyTaulnun
CHa4yana cBobOOAHO KOMNSATCSA, @ NOTOM Ha4YMHAKOT NnPMBOAONTb K TOMY, 4YTO
XM3HECNOCODHbIE KIETKU npon3BoadAT HEXM3HECNOCOOHbIX MOTOMKOB.

Hanpumep:

ABC ABc ABc ABc abC
abC -> abC abC - ABc + abC
aBc aBc aBc aBc aBc



RomnbloTepHaa moaens

* Monynauunsa n3s N mnkpobos, y Kaxkaoro P ncxoaHo
OAMHAKOBbIX XPOMOCOM, B KaXaon xpomocome G
reHoB.

* MyTauuu: BpeaHble PELECCUBHbI, MONE3HbIE
NOMMHAHTHBbI.

* PacnpepeneHmne XpoMocom Npu Ae/IeHUMN:
NAONAHOCTb COXpPaHAEeTCcs, B OCTa/lbHOM — C/Iy4alHO.

* B Kaxkgom nokoneHnm — otobop (BbIKMBAOT bonee
npucnocobneHHbie)

Markov AV, Kaznacheev |IS. Evolutionary consequences of polyploidy in
prokaryotes and the origin of mitosis and meiosis // Biol Direct, 2016, 11: 28.
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1. I'lpn BLICOKOW CKOPOCTU MYTUPOBAHUSA NONMUNINONOHOCTb AAET KpaTKOBPEMEHHOE
NPENMYLLECTBO, HO 3aTEM NPMBOANUT K BbIMUPAHULO.



[MpUYMHBI KPAaTKOBPEMEHHOIO NPENMYyLLECTBa

NoJINNJTONAOB.

1) oTnoXXeHHoe npossrneHne B oeHoTUNE BPeaHbIX
PELECCUBHbIX MyTaLUN,

2) YCKOPEHHOE HaKomnfeHne peakmx JOMMHAHTHbIX MOJSIE3HbIX
MyTaLun.

[1IpnYMHBI NOCNeayLWEero BblpoXaeHus:
1) Cnabbin ounLaowmm otoop, ObICTPoEe HaKonmeHne
PEeLECCUBHBLIX BpeaHbIX MyTaLun, pOCT CerperaulmoHHOro

rpyaa.



B nonunnonaHbix nonynaumax «nyywme» XpoMoCcoMbl BLICTPO TEpAIOTCS, U
nonynaumsa B AarbHENLEM CYLWECTBYET 3a CHET KBa3uU-CTabUNbHOIo
COXpaHeHUs1 yaavHbIX KOMBMHaLUWN NO-pa3HOMY NCNOPYEHHbIX
(B3aMMOONOMHSAOLWNX) XPOMOCOM:

Sample cell #1

Chromosome #1 081 0.73
Chromosome #3 081 0.73 094 059
Chromosome #4 081 0.73 094 059
Chromosome #2 094 089 094 094 094
Chromosome # 094 089 094 094

Chromosome #5 _ 0.83

Sample cell #2
Chromosome #3 083 069
Chromosome #4 083 069
Chromosome #1
Chromosome #2
Chromosome #6
Chromosome #5

0.94 059 085 069 0.v0
0.70
0.70
078 0.94

078 094 089

074 JIEE 089

077 0.81
077 081 089
0.81 081 083

0.69 0.68

0.69 0O.68
0.73 0.85
073 085 0380
073 0.81 080
070 081 085

Takme KNeTkn npu AefieHnn ¢ HEKOTOPOM BEPOATHOCTLIO AatoT
MOTOMCTBO C PE€3KO MOHMKEHHOW MPUCNOCOBNEHHOCTLIO.
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MonunnoungHoOCTb KaK «3BONMIOLUMUOHHAA noByLUKa».

Ecnu kneTku MOTr'yT MEeHATb NMNIoOnAaHOCTb, OHU 6bICTp0 OOCTUraroT
MaKCcumarbHOMn pa3pemeHHO|7| NnIongHOCTn, BbITECHAKOT MOHOMINONUAOB, a
NOTOM BbIPpOXOaTCA N BbIMUPAIOT.

[Mpun Tex e napameTpax obnuraTtHble MOHOMMOWAbLI BbIXXUBALOT.



UToObl n3b6exaTb BbIpOXAEHUS, MONUMNONAbI MOTYT
MCMnonb30BaTb YeTblpe cTpaTerum.

YamBuTenbHbIM 0O6pa3om BCE OHM HANOMUHAIKOT Te UMK
MHblE KOMMOHEHTbI UITN acreKTbl 3YKapnoTUYECKOro cekca
(MONIOBOro PasMHOXEHMUSA).



Cnoco0 1: «Lunknbl nnongHocTuy. NomoratoT, ToNbKo ecnn obecneymBatoT
BbICOKNI YPOBEHb MOHOMNMOMAHOCTU (No3BoNssi oTbopy oTOpakoBbIBATb
peLeccuBHbie BpeaHble annenu). B npoTMBHOM crniydae — BpeasT, T.K.
paspyLaT yaayHble KOMOMHALMN KOMNIEMEHTAPHO MCMOPYEHHBLIX XPOMOCOM.
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Cnocob 2: yHndgomkaumns XpoMocom
NyTeM reHHOU KOHBepCcUuwm
(KonnpoBaHuA annenen ¢ ogHoOn
XPOMOCOMbI Ha OpYryto).

PeanbHO ncnosnb3yerca ranoapxeamm,
MEeTaHoreHamu 1 nnacTmgamu.,
[Tomoraet TOSIbKO Mpu BbICOKOW
NHTEHCUBHOCTMN,

KpoccuHrosep — cam no cebe
becrnoneseH unu BpeaeH.



Cnocob 3: nHTeHcuBHbIn [TIN (c 3ameHon cBouX annenen Yykumm). MNoneseH un
MOHONIoMaam Toxe. XOpoLlo 3almiiaeT nonnnionaoB OT BbIPOXAEHUA, €CIN HE
CNULLIKOM PefoK.
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B codetanuu c T[N KpoccuHroBep CTaHOBUTCS cnacuTesbHbIM!
[axe ecnun oba npouecca no otTaenbHOCcTU 6ecnonesHbl NNn BpeaHbl,
BMECTE OHUM crnacarT NoNunionaoB OT BbIPOXOEHUS.
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O1nnyHbin BapuaHT I'TII anga
nonMnNnonaoB — 0OMeH LenbiMn
XpPOMOCOMaMMU,

B co4yeTaHun ¢ KpOCCUHIOBEPOM
PE3KOo yny4llaeT 3BOMHOLNOHHbBIN
noTeHunan nonunnonaos.
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N306peTeHne MMTo3a aMUTOTUYECKMMU NONUNIIongamMmm Hen3bexxHo BeaeT K
anBepcudukaumnm U cneumanmsagmm XpoMOCOM.

chromosome #1 067 066 079 068083 069 092 067 081 060 072 071 068 071 069 068 0.72 JOEENEEE 066 0.79
chromosome #2 [JilB8J 067 077 076 065 070 078 071 076 0.64 080 066 065 066 076 JEEE
chromosome #3 0.68 069 0.74 065 0.66 JEEEN 0.63 IOONEEH 0.72 0.76 0.80 0.74 066 065 0.75
chromosome #4  0.74 0.74 067 0.89 0.66 071 0.73 0.73 0.66 0.81 0.72 0.70 0.85 0.80 0.69 0.69
chromosome #5 D.?E-% 077 0.71 0.76 070 0.70 067 0.87 066 0.62 075 063 0.80 076 0.79 0.73 0.76 MGG 0.71
chromosome # 0.73 0.75 0.75 08 0.71 0.62 J0EH 0.73 o6cJBEN 0.75 0.71 073 073 071 07980 076 068 077 0.78

OTO 3HAYMT, YTO:

1) Kaxpast xpoMmocomMa CTaHOBUTCS YHUKASTbHOW U HE3aMeHNMOW.

2) Bo3HuKaeT konoccanbHaga reHeTudeckasa n3bblTo4MHOCTb. Bee reHbl, BpeaHble
MyTaUun B KOTOPbIX OblfN peueccnBHbIMU (T.€. FeHbl, 0gHOW pabo4ven Konum
KOTOPbIX 4OCTaTOYHO AN BbKUMBAHUS KINETKN) NosyyatoT HebbiBanyto cesoboay
On4 9BOSTIOLUMOHHOro noncka (Heo-dyHKUnoHann3aumus, cy6b-
doyHKUMoHanmn3auus). AHanorusi ¢ NOSIHOreHOMHbIMU QyninKauMamMmn Ha 3ape
9BOSHOLMN NO3BOHOYHbIX.



Ho ecnu kaxnas
XpOMOCOMa Tenepb
YHUKarnbHa, 10
yHacrnegoBaHHasa ot
NpeaKkoB MaHepa MEHSATLCS
0e3BbIOOPOYHO NIOOBLIMU
XpoMocoMamMn 1
NPOBOANTb KPOCCUHIOBEP
MeXAy HUMU CTaHOBUTCH
BpeaHomn!

Tenepb NOME3HO MEHATLCS
N nepemMeLunBaThb
dparMeHTbl TONbKO OYEHD
NOXOXNX (FOMOSOrNYHbIX)
XPOMOCOM.

PasBunBatoTca MexaHn3Mbl
n3bumparenbHom
pekoMbuHauun:
crapvBaHMe romorioros.
Menos.
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Ecnu nsobpeteH MUTO3: 4. obmeH
FOMOJTOTUYHbLIMU

XpoOMocomamu B
coYeTaHuu C
KPOCCUHIOBEPOM
(Mexay HUMKn xe)
O4YeHb NnoneseH
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2. KpOCCUHroeep

1. MEeHATBLCS

y 6e3 obmeHa

cnyyvyanHbiMH

XpoMocomMamu

XPOMOCOMaMW BPeAHO
HWU4yero He gaet



[Mpennonaraembln cUueHapun:

1) MNMpoTo-aykapnoTbl BbIK nonuniaougamMmm u He menn mutosa. B mytareHHon
cpene 3TO NonesHo B KpaTKOCPOYHOW MepcrekTmBe, HO YpeBaTo BbIMUPaAHMEM B
OOSITOCPOYHOMN.

2) OTO0p (BO3M., rpynnoBOM UNN «BTOPOro Nopsigka») Ha BblipaboTKy aganTauum,
CHMXaloLWMX «UeHY» NONUnNonaHOCTH.

3) BeipaboTtanu: umknbl NAIOMOHOCTU, KOHBEPCUIO, MUHTEHCUBHBIN [TIT mexay
POACTBEHHUKAMU — KOHbIOraums ¢ LLMTOMN. MOCTUKaMMW,

4) OBMEH uenbIMM XpOMOCOMaMK B codeTaHUn ¢ pekombunHauuen. lNepewwnu ot
KOHBEPCUW K KPOCCUHTY, T.K. OH 3BOMNOLUMOHHO CTabuneH n no3BonsieT OCyLeCTBNATb
reHeTn4yecknm obmeH vacto. JInHeapmnsaumst XpOMOCOM.

5) N306peTeHne MuTo3a (akkypaTHoe pacnpeneneHme XpoMocoM npu OeneHum,
TaK YTO KaXkgasi 4OYEPHAS KITeTKa nofy4vyaeT POBHO OAHY KOMUIO KaXkaomn
poanTENbCKON XpoMOCcOMbl). Cpasy cHUMaeT Npobnemy cerperaumoHHOro rpysa.

6) Cneunanunsauus n gusepcmdukaumsa xpomocom. Ctapble crnocobbl
6e3BbI6OPOYHOrO reHETUYECKOro obMeHa 1 pekoMmbuHaunm «yctapeBaroTy.
Pa3BuBatoTCa HOBblE MEXaHN3MbI, 0becneymBaroLLe oOMEH 1 cnapmuBaHUe TOMbKO
O4YEHb NOXOXKUX XpomocoMm. CnapuBaHme romornoros. Menos.

7) Pa3Butne mexaHm3amMmoB Bblbopa KNeToK-napTHEPOB; NosiBNeHNE
«®BmMonornyecknx BUOOBY.



MpoBepsaemMoe cneacrtBue:

Ha 3ape aykapuoreHesa gOSmKHO ObINO NOABUTLCS MHOIO HOBbIX
CEMENCTB reHoB-napanoros (T.K. n3obpeteHne MmTosa
nonunrIouaHbIM NPeaKoM aHarorm4Ho NONHOreHOMHOM
amnnundukauum).

[TocKkonbKy MUTO3 CHMUMAaET nNpobnemy cerperaunoHHOro rpyaa,
BCE KOMUW KaXKOoro reHa, Kpome o4HOW, NosiyvaroT MOSHYHo
9BOSTIOLMOHHY0 cBoboay. MHOrMe U3 HMX B TakOW CUTyaLum
MOITIN NPNUOBpPECTU HOBblE (DYHKLUMKN N B AaNbHENLLEM
COXpaHnUTbCA. To eCTb AOMKHO ObINO NOABUTLCS MHOIO HOBbIX
CEMEUCTB NnapanornyHblX reHoB.

[MoaTBepXXOaeTcsa Nn 3To npeackasaHne?



Oa!

Ewe B 2005 rogy meTogamu cpaBHUTENBHOM FrEHOMUKN ObINO NokasaHo, YTo y GasanbHbIX ayKapuoT
MMEeNo MeCTO «B3pbIBHOE» 00pa3oBaHMe HOBbIX CEMENCTB reHOB-Maparnoros.

Hawa rmnortesa 910 00bACHSET.

46264638 Nucleic Acids Research, 2005, Vol. 33, No. 14
doi:10.1093/narigki775
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ABSTRACT

Gene duplication is a crucial mechanism of evolu-
tionary innovation. A substantial fraction of euka-
ryotic genomes consists of paralogous gene
families. We assess the extent of ancestral paralogy,
which dates back to the last common ancestor of
all eukaryotes, and examine the origins of the
ancestral paralogs and their potential roles in the
emergence of the eukaryotic cell complexity. A par-
simonious reconstruction of ancestral gene reper-
toires shows that 4137 orthologous gene sets in
the last eukaryotic common ancestor (LECA) map
back to 2150 orthologous sets in the hypothetical
first eukaryotic common ancestor (FECA) [paralogy
quotient (PQ) of 1.92]. Analogous reconstructions
show significantly lower levels of paralogy in proka-
ryotes, 1.19 for archaea and 1.25 for bacteria. The

INTRODUCTION

Gene duplication is one of the central avenues of hiological
innovation. The evolutionary potential of duplication was
presciently recognized by the founders of Evolutionary gen-
etics, Fisher (1), Huldane (2), Muller (3) and Bridges (4), and
was put into a coherent framework by Ohno in his tellingly
entitled 1970 book “Evolution by Gene Duplication’ {5), Ohno
posited that, after a duplication, one of the two identical copies
of a gene becomes free of selective constraints and prone 1o
accumulating mutations that would have been wiped out by
purifying selection before the duplication. Although, the most
common fate of this copy will be mutational inactivation,
pseudogenization, snd eventual e¢limination, some of the
duplicates would be fixed by virtue of a beneficiul mutation(s)
leading to 1 new function (neofunctionalization). In the
genomic era, anplyses of the selection mode during gene
evolution after duplication indicated that paralogs are sub-
jected to purifying selection from the moment of duplication

(A1 conasdine that Nilna'c neafinctioanalization mevlal



Ecnn runotesa o npoucxoxaeHnn aykapuoT OT NONMMIOuAHbIX apXxen BepHa, To
crnenyeT oxmaaTb, YTO OnvKanne apxenHble poanyM 3yKapuoT — acrapaapxeun —
ABNAKTCA nonunnovaamu. VX nnongHoCTb HEN3BECTHA, HO OHW BNN3KKM K
KpeHapxesiM, a KpeHapxen 006bIYHO — MOHOMNTONAbI.

HenaBHO GbISI0 NOKa3aHo, YTO MONUMNITONAHOCTb Y apXen KOppenupyeT C

Hann4ynem rmcToHoB (Spaans SK, van der Oost J, Kengen SWM: The chromosome copy
number of the hyperthermophilic archaeon Thermococcus kodakarensis KOD1
/[Extremophiles 2015, 19:741-750.)

B koHue 2015 roga nosiBunack ctatbs, B KOTOpon coobuiaetcst 0o
noeHTuduKkaumm rmCToHOB B reHoMax noknapxen (Henneman B, Dame RT: Archaeal
histones: dynamic and versatile genome architects// AIMS Microbiology 2015, 1(1):72-81.)

B 2017 6bin onncaH HaaTun acrapaapxen; B onyodrnmnkoBaHHbIX FreHOMax BCEX
YyeTblpeX TUMOB acrapgapxeun (NOoKu-, xemmaansib-, TOp- U OANHAPXEN) eCTb
rMCTOHbI (K. Zaremba-Niedzwiedzka et al. Asgard archaea illuminate the origin of eukaryotic
cellular complexity // Nature. 2017).

CnepoBaTenbHO, JTOKMapxeun BrnosfiHe MOryt okasaTtbC4 nonurjiongamMmun.



e [loyemy Y-Xxpomocoma Takaa maieHbKan?

“‘Sex chromosomes are generally believed to have descended from a pair of homologous
autosomes. Suppression of recombination between the ancestral sex chromosomes led to the
genetic degeneration of the Y chromosome. Most proposed mechanisms for the degeneration of
Y chromosomes involve the rapid fixation of deleterious mutations on the Y. Alternatively, Y-
chromosome degeneration might be a response to a slower rate of adaptive evolution, caused by

its lack of recombination”
D.Bachtrog & B.Charlesworth, 2002. Reduced adaptation of a non-recombining neo-Y chromosome



