OHTOreHes — 3T0 camoBOCrnpousBegeHue ocooun, umerowlee
KOHCepBaTUBHYIO U HEKOHCepPBaTUBHYIO (MOAYJIbHYHO)
koMmnoHeHTy. KoHcepBaTuBHOEe camMoBoOCnpousBeaeHne —
AByxda3HbIX npouecc: obpazoBaHMe CTPYKTYpPbl HA OCHOBE
BITOXXEHHOU B Hee MHpopmauuu, n KonuposaHne nHcpopmaumm c
nomMoLlb obpa3yemMon Ha ee OCHOBe CTPYKTYpbI (k. DoH
HenmaH). U geHTUYHOCTL 0ocoben nokoneHun n u n+1
rapaHTUpyeTcs TONIbKO UAEHTUYHOCTbIO MH(pOopMaLMK U NPaBUI ee
cunTtbiBaHusA. [pn 3TOM ycTpaHsaeTcs BNUAHNE CTPYKTYpPbI B
NMOKONMEHUUN N Ha CTPYKTYPY B nokosrneHun n+1 (Bencmaw).
«CamoBocnpousBegeHme» npeBpawjaeTcsa B oopazoBaHue gpyrou
CTPYKTYpPbI, KOTOpas coBnagaeT C npeabiayLlien ToNbLKO n3-3a
MCMNONb30BaHUA OOQHON U TOU Xe UHdopmauunum.

AHanor KOHCepBaTUBHOMN KOMMOHEHTbI — MMCbMEHHas KynbTypa,
aHanor MoaynbHOW KOMMNOHEHTbI — 6ecnUcbMEeHHasn KynbTypa



OHTOrEHE3 U XKU3HEHHbIN LUK

Ona ordbopa 3Ha4YeHUe nmMmeeT TOSNIbKO ANHaAMUKA YUCITIEHHOCTHU
ocoben, oueHnBaemasi No BenM4YnHe penpoaykTMBHOU LEHHOCTU R
(Puwep), To ecTb, NO BeNMYNHE BKriaga ocoben nokorieH1s n B
YUCNEHHOCTb ocoben nokoreHna n+1. OguH BUTOK LUKNAa — OT
NoJsIoBO3peribiXx ocoben, OTNOXUBLLUUX ANLA, A0 NONOBO3penbIX
ocobeu, pa3BUBLUUXCA U3 ITUX ANL,. ITO XKU3HEHHbIN LUKN, a
OHTOreHes3 — 3TO pa3BUTUE OT ANLA A0 NOSIOBO3pesion ocoou

XXU3HEHHbIN UMKN BbIAENAET ®YHOAMEHTAJIbHBIE
KOMIMNOHEHTbI MPUCIMOCOBJIEHHOCTHU
(N1oAoOBUTOCTb U BbIXXKUBAEMOCTbL), U BOSHUKAET
USMEHYUBOCTb UX COOTHOLWUEHUA — OCHOBA
aBonounn NP1 KOHCEPBATUBHOM
CAMOBOCINPOU3BEOEHU



AnemMeHTapHOMN eaUHULIEN, CTOCOOHON K KOHCepBaTUBHOMY
camMoBOCMNpoOUu3BeaAeHUI0, U, Kak cneacTeue, cerieKUMoOHHON 3BOSTIOLUN
ABnfaeTcHa runepumukn, rage J — uHcpopmauus, E — CTpykTypa

SJIEMEHTAPHEM I'MIIEPLIMKJI CJIOXHEIM I'MIIEPLIMKJI

nonméepasa
E]§\

J \/E2‘>

MaTpuiia

OTBOP: dJ/dt = (AQ)J, rae A — CKOPOCTb, Q — TOYHOCTb pennukaumMm MHOPMaLNOHHOWN

mMaTpuubl. MpPMCcNoco6eHHOCTb HEeNb3A OTIIMYUTL OT Pa3fiInyMn B TOYHOCTU pennnKauunu.

OT60p MOXET UATU NPU PaBHON CKOPOCTU penyiukauum runepumnkriioB 3a CYET pasfiMyivum B
TOYHOCTU UX CaMOBOCHpOoUu3BeaeHUs



Concentration Concentration Concentration

Concentration
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MoaynbHoe Bocnpon3BegeHMe OCHOBaAHO Ha AeUCTBUM LIUKITUYECKNX
anroputmMoB MopdoreHe3sa, NPUMEHAEeMbIX K pearibHbIM KneTkam, Unu
rMNoTeTUYeCKMM «MmopchoreHam»
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A Consistent ‘wavelength’ controlled by global parameters
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PeakuunoHHoO-

anddysnoHHaa cucrtema

ToeropuHra - N'mpepa -
MeunHxappa

OGpa3oBaHue
OOMEHHOMU
CTPYKTYpbl Buge
NUKOB
KOHLUEeHTpauumn
aKTuBatopa u
MHrMouTopa
oTpaxaet

CTPYKTYpY ux
B3auMmoaeucTBus

NMoBTOpPHOE
obpasoBaHue
AOMEHOB —
riorn4yeckoe
crnepcrteue
MexaHun3ma
obpa3oBaHuA
OOMEHHOM

CTPYKTYpbl

COMUTOIEHE3 Y
MUHOI'U

[lBOoMHasA cTpenka — ABUXeHNe BOJSHbI
COMUTOreHe3a, oguHapHas cTpernka —
ABWXEHUe KIeTOK NPOTUB rpagueHTa
KOHUeHTpauun (HaBcTpe4vy
ABWXEHUIO BOSTHbI). ANropuUT™m
BOCMNpou3sBeaeHUA nogpasymeBaeT
oOpaTHyl0 CBA3b pa3BUTUA COMUTA N
¢ dopmmnpoBaHmem nporpamMmmbl
pa3BuTuA cneayouwero comuta n+1



histogen
layers

I
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PocT anukanbHOn mepuctembl nobera cBsizaH ¢ NepuoanvYecKumMmn
U3MEeHeHNAMMN (popMbl: N3OLITOK BHYTPEHHEro AaBneHns «copacbiBaeTcA»
nyTeM yCnoXxHeHus ¢popmMbl NOBEPXHOCTU: 0Opa3oBaHUA Mmoayrien B Buae

CHayana nuctoBbIXx (A), a 3aTeM LBEeTO4YHbIX 3a4aTKoB (b)

Mogenb Cakca: ansi pasBuTus anukasibHOM MepUCTeMbl U Na3yLHbIX
NoYeK HY>KHO CHa4yaria noBbIilleHWNe FIoKaribHOM KOHLUEeHTpPauuu ayKCuHa
(npuTOK ayKcuHa), a NOTOM ee CHUXXeHUe (OTTOK ayKCMHa) C MOMOLL LI
nonsapusoBaHHOro TpaHcnoprta (6enku PIN)



MOOYNbHOE BOCNPOU3BEOEHME — OCHOBA OHTOIEHE3A PACTEHUA

MopdoreHes Bcero pacteHna — nocriegoBartesibHas
peayKkuusa HadanbHbIX CTaguU Pa3BUTUA ero 60KOBbIX
nob6eros, pa3BUBaKOLWUXCA N3 NA3YLUHbLIX MOo4YeK: 1 n 2 —
no6ern BO30OHOBMEHNA, KONUpPYHOLLMe Ha4vyano
MopcoreHesa pacteHus; 3-5 — noder obpa3syet
cdonopanbHy0 Mepuctemy Ha bonee paHHen ctaguun
COOCTBEHHOro pa3BuTUA (MOTOMY YTO OH pa3BUBaeTCSA
y)Ke KaK 4YacTb BCero pacteHus); 6 — ot nobera ocraeTrcs
TOJNIbKO LBETOK, pa3BMBaKOLMNNCA HA MaTEPUHCKOM
pacteHuu; 7 - obpa3soBaHMe coLuBeTUA, LBETOK — npeaen
pa3BUTUA KaK KpanHASA CTeneHb peaykumm nobera.
OanHapHble CTPesikKu — OHTOreHe3 pacteHus (c
nocnepgoBaTesibHbIM COKpalleHMeM paHHUX CTaaumn
pa3BuTna 60KoBOro nobera), ABOVHbIE CTPENIKU —
anukanbHoe AOMUHUPOBaHME (CHMXawLweeca No mepe
COKpaLleHMs1 OHToreHe3a 60KOBbIX NOOGeros)

[ [ [ [/
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KoppekTHOe onpeaeneHue HacrneayeMocTU BO3MOXHO TOSIbKO Npwu
OTCYTCTBMM OOpaTHOM CBA3N MeXAy Npu3HakaMu, peanusyemMbiMu
poauTensiMu, U reHamMmu, nepenaBaeMbIMU NOTOMCTBY. JTO Kak
OTHOLLUEHMe MeXxay TeKCTOM U ero NoHUMaHueMm

O6paTHyI0 CBSI3b TaKOro poaa nogpasymMmeBaeT runoresa «CMellaHHOU (CrIMTHON)
HacneacTBeHHOCTU»: Y NOTOMKOB — fl060e 3HaYeHne npu3Haka B UHTepBarne
pPOAUTENbLCKUX 3HAYEeHUN

I3k ke I2L Tk
ses [ bie $belf o
¢s5 L4 bes

Sood

MosauyHaa VS cmewaHHana HacneacTBeHHOCTb




MnaTtoun 3a MOo3anyHYO HAacNeaACTBEHHOCTL (TO eCTb, 3a
BO3MOXHOCTb CeNeKLUMOHHON 3BOMIOLUN) ABMNSAETCS
YHUKaJNIbHOCTb FreHOTMUMNa 0codu: BOCNPON3BOAUM TOJSILKO
reHOTUN YncTtom nuHuN. HacnegyemocTb (BeriV4UHY N2)
MOXHO paccynTaTb TONIbLKO AN1S1 NPU3HAKOB,
cdheHOTUNUNYECKOE 3HAYEHME KOTOPbIX onpeaenseTcs
aaouTUBHBLIM 3P PEKTOM reHOB (YMCIIOM FreHOB,
BITIMAIOLWMNX HA JAaHHbLIN NMPU3HaK, U CYMMOM
deHOTUNUYECKUX 3P PEKTOB KaXXAOro U3 HUX B
oTAeribHOCTU) 6e3 yyeTa gucnepcumn ycrioBumn cpeabi:

VG = VA + VD + VI, rae VG — reHeTn4yeckasa gucnepcusa 6es
yyeTa BnusHusA cpeabl, VA — agantuBHaa aucnepcus, VD —
auncnepcua goMuHuUpoBaHusa, VI — pucnepcusa anucrasa

n2 = VA/VG: Bzanmogencteme reHoB
(cTpyKTypHn3auus reHeTU4eCKOu N3MeH4YMBOCTH)
yMeHbLaeT 3ppeKTMBHOCTbL OTOOpa



deHOTUNMYECKOE 3HAYEeHNe Npu3Haka, obycrioBrieHHoe
HeaaAUTUBHbLIM B3auMMOAEeUCTBMEM ansieNnbHbIX (AOMUHMPOBaHMUE)
WUNn He annenbHbIX reHOB (3anncTa3) He HacneayeTcs

NMpu goMUHUpPOBaHUM (KaK U
NpW anNucTase) oaHO U TO Xe
¢peHOTUNNYECKOE 3HaAYEeHUe
npu3HakKa nosiyyaeTcs npw
pa3HbIX FEHOTUMNYECKUX
3HaYeHUsX

BenununHa
HacreayemMocTu 3apaHa
HaKNMOHOM FIMHUN
perpeccum cheHoTMMNA HaA
reHoTun (Linear Effect)

Mpu pocTe BerIMYUHLI
AOMWHAHTHOIO OTKJSIOHEeHUS
TOYHOCTb BOCMNpousBeaeHUs

¢eHOTUNA pacTeT, a
HacrieayeMoCTb CHMXaeTcs

Phenotype

Dominance
Deviation (d)

Additive
Effect (a)

Population Mean

| |
bb Bb BB
Genotype

OnbIT in silico (A. I'. Kpecnasckuu) : nyctb B
yBenuunBeaerT, a b ymeHbLwaeT peHOTUNNYECKOE
3Ha4yeHue npusHaka X npy N3AMeH4YMBOCTU BESTUYUHDI
d v YepepoBaHUM NOKOSIEHUNA OTOOpPaA TO B NMONb3y
pocTa, To ymeHblweHuAa X. CpegHee 3Ha4yeHne X npu
3TOM He MeHsieTcA, a BennynHa d MOHOTOHHO pacTeT



OTBET HA OTBHOP 11O KOJIMMECTBEHHOMY IIPU3HAKY

X

R=n"S

R — oTBeT Ha OTOOpP NO NPU3HAKY X, TO €CTb, USBMEHEeHUue cpeaHero
3HAa4YeHUNA X 3a O4HO NOKoneHue, rae S — cerieKLUMOHHbLIN
anddepeHuman, n? - HacneayemMocTb

YpaBHeHue (1) paboTaer,
ecnu (1 TONbKO ecrin)
nameH4YnBocCcTb X HE
CTPYKTYpUpPOBaHa, TO €CTb,
eCcnun NnpusHaKk nmeet
HOpMarnbHoe
pacnpepneneHue. Tonbko B
3TOM cny4ae NoHATHe
«CcpegHero 3Ha4YeHusa»
UMeeT CMbICJ1 KaK
XapaKTepucTukKa
nonynsauuu

Trait Distribution

Parental Generation

Selected
Parents

Offspring Generation



HacnepgyemocTtb (n2 = 0. 71) pocTa y 4YenoBeka (FIMHUA perpeccun «poauTtenen
Ha MOTOMKOBY»): KOFIMYMECTBEHHbIN NMPU3HaK, ABNAOLWNNCA «KMYCOPHOU
KOP3UHOW» pa3BUTUA, U OTTOINO MMEKOLLNN BbICOKYHO HacneayeMmocTb

Midparent medians: | 64.86|65.60|66.56 |67.52 |68.56 |69.40|70.16|71.18|72.39 | 73.66

Midparent variances: | 0.023/0.093|0.048(0.091 | 0.09 (0.059|0.074|0.045|0.083 | 0.47
&0

Offspring medians: 66 [66.96| 68 (68.04|68.58|69.12| 70.2| 70.74 71 |73.44 N
Offspring variances: (455 | 687 | 646 | 3.83 | 458 | 5.11 5.70 5.00|6.26 | 3.17
[+
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/ \ the slope of semimajor axis is (S,/S,)%, or in this case 2.
*

The least-square slope= corrcoefx sqrt(slope of
semimajor axis).The length of the semimajor axis is the —
principal component of the variable space.
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62— least-square fitted line, slope=0.71 —
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4 mean of both offspring and midparent
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OT60p (onpepeneHne Panta) — «MycopHasi KOp3MHa» 3BONHOLNN



Ecnu yyecTb cpeaoByro gucnepcuro, To VP (obwan
deHoTNM4Yeckan gucnepcun) = VG + VE (cpepoBas
aucnepcusn)

BenununHy VE MOXHO OLeHUTb MO U3MEHYMBOCTU YNCTOU NMUHUU, HO
Ans pa3HbIX JIMHUM 3Ta BenIM4uHa oyaeT pa3nn4vyHoM n3-3a
pa3rfiIu4HOM WNPOTbI HOPMbI peakuuu reHoTUNoB. 3HAYUT, TOYHO
OUeHUTb BerinuuHy VG ToXe Herb3f, HO 3aTO MPU3HAKN MOXHO
KnaccudpuuympoBatb ncxona us cootHoweHna VG u VE Kak npu3HaKku
C LULMPOKOU U Y3KON HOPMOM peakuumn

KOMIMOHEHTbI OUCMNMEPCUX BECA NMJNTIOAA Y YEJTOBEKA
(B % ot obwen cpeHOTUNNYECKOU ANCNEPCUMN)

FT’EHETUYECKAA OUCIMNEPCUA: apoutBHas — 15%, HeagpanTuBHas —
1%, non — 2%

CPEOOBAA OUCIMNEPCHUA: maTepuHCKUM reHoTun (uMTonnasma
anua — 20%, dnsmonornyeckoe coctossHme martepu — 24%,
Bo3pacTt matepu — 1%

Intangible variation (37%) — usmeH4ynBoctTb MmoporeHesa



U3-3a ABOUCTBEHHOCTU CaMOBOCNpon3BeneHuns
(coyeTaHUs KOHCepBaTUBHOU U HEKOHCEepPBaTUBHOM
KOMMOHEHTbI) B 3BOSIOLUM B3aMMOOEUCTBYIOT ABe

cUcTemMbl oTOOpa

(1) Tuddepenuuannnoe BocnpousBeaeHne reHoB NPH HEU3MEHHOI
CBSI3M MEKAY FreHaMH M (PeHOTHIIHYEeCKUMH NPU3HAKAMH. JTO
M3MEHEeHHE YACTOT I'eHOB ¢ BHITEKAIOIHMM M3 HEro
(enorunuueckum 3pdexrom. IlprucnocodieHHOCTH
XapakTepu3yer He ()eHOTHII, 2 TeHbI

(2) Tudpdepenuuanbnoe BocnpousBeaeHne HOPMbI PeaKIUu
reHOB. JTO OTOOP CBA3HM MEKAY reHaMH U (eHOTHIIMYeCKUMHU
NpPU3HAKAMM OPraHU3MAa, HANPABJEeHHbI HA U3MEHEeHHe
OHTOreHe3a. PakKTHUYECKH, 3TO OTOOP reHOB BMeCTe C YCJIOBHUSIMHU UX
caMOBOCIIpOM3BedeHUA. 3/1eCh MPUCIOCOOJIEHHOCTH — CBOMCTBO
(eHoTHNIA, 2 HE T€HOB



HOPMA PEAKLUAN

Cnepnys onpeaeneHUio HOPMbI peakuun Kak npeaerioB U3MeHeHuUs
deHoTMNA 6e3 u3MeHeHUs reHoTuna, HopmMma peakLum reHoTuna ocoom —
3TO MHOXECTBO BapMaHTOB ee OHTOreHe3a B pa3HbIX YCNOBUSIX cpeabl

C yyeToMm B3anmogencteusa reHotun — cpega VP = VG + VE + 2 COV GE,
rae COV — koBapuauma reHOTUNMYeCcKnx n (peHoTUNMYeCcKNxX sHa4eHUmn

f

(1) NMpun ognHakoBOM HOpMe peakuuun
reHOTUNOB cpeaHnX ocoben donbLue,

+ +
+

e
o

NOTOMY 4YTO AaHHaAsA AO03a reHa

peanuiyeTcsa MakCUMarnbHbIM YUCIIOM
cnoco6oB (aganTUBHLIN 3 dekT)

(2) Hopwma peakuuu reHoTUnoB

pa3nunyHa, cpegHnUx ocoben donbLue,
NOTOMY 4YTO B cpefHeM y HUx Gonee
y3Kasi HopMa peakuum (MeHbLue
3aBMCUMOCTb OT YCJIOBUM cpeabl)



l'eHeTnyeckasa accumunaumsa (YopauHrroH, 1957) deHoTuna
crossveinless y apo3ogpunbl: uaMeHeHMe HaBCTpeyy cpene
(«HacnepoBaHue 6naronpuoobpeTeHHbIX NPU3HAKOBY)

M.

crossveinless




OTBHOP KAK INODPEPEHIIUAJIBHOE BOCITPOU3BEJAEHUE I'EHOB

I'anouaHast MmoaeJb JduninonaHas Mmoae/ib

. . i , AA: W1 Aa: W2 aa: W3
dPi/dt = Pi (Wi - W¥),

-
W+ = Sum [(Pi(Wi)], W+ =p W1 +2pqW2 + ¢’ W3
P’i/Pi = Wi/W* ~ p2W1 + pqW2

p’-p — -p

BMecTo 4acToThI reHa -

1019 0co0eil ¢ JAHHBIM dp/dt = (pq) [P(W1 -W2)+q(W2 - W3)]
W:’:
3HAYeHHEeM IMpPU3HaKa (X)
- Pq *
dx/dt =rx(W-x), dp/dt W dW+/dp

rx~Pi, x~W* d* W /dp? = 2(W1 - 2W2 +W3)



OYHOAMEHTAIIbHAA TEOPEMA ECTECTBEHHOIO
OTBOPA (TEOPEMA ®ULLEPA)

OT60p MakcumMmM3upyeT cpeaHo npucnocobrneHHoctb W* co
CKOpOCTbI0, paBHOU aucnepcun W*, To ectb, dw¥dt = 6°w™.

JNENUCTBUE OTBOPA
e dX/dt =0 X
dXi/dt = Xi(Wi - W¥) aW*/dt ~OLooW* _
Oixy V&)
----- r :‘_"‘v
T B

- Xi

YuntbiBasg BO3MOXHOCTb CENEeKTUBHO HENTParbHON 3BOMOLUM,
CYyTb TeOpeMbl B TOM, YTO €CTeCTBEHHbIN OTOOP HEe MOXET CHMXaTb
NMPUCNOCOONIEHHOCTb



OYHJIAMEHTAJIBHAA TEOPEMA OTBOPA
(CJIOBECHAA ®OPMYJIMPOBKA)

(1) B xoze ecTeCTBEHHOI0 0TOOPA CPeAHAA
MPHUCIIOCO0JIEHHOCTD MOMYJISIIANA HE MOMKET
yMeHbIIaThCHA (W* >= ()

(2) CxopocTh U3MEHEHUS YACTOTHI FeHa MO/
JHeCTBUEM €CTECTBEHHOI'0 0TOOPAa PaBHA BeJIMYMHE
AMCIIEPCUH CPeAHENd MPUCTTIOCOOJIEHHOCTH B IAHHbIN

MOMEHT BpeMEeHH

K uckyccrBeHHomy otoopy chyHOAaMmeHTanbHas
TeopemMa HenpuMmeHuma



dyHoamMeHTanbHasa TeopemMa No3BonseT NpeacTaBUTb
ceneKUMOHHYI0 3BOSTIOLMIO B BUAE ABUXKEHUA CUCTEMbI BBEPX MO
rpagueHTy NPUCNoco6rIeHHOCTH («BBEepPX NO CKJIOHY XOJiMa)

U3meHeHne camoro naHgwadpra ~
3BONOLUA IKOCcUcTeMbl («6opbba
aganTUBHbLIX MUKOBY)

ApanTnBHbIW naHawadT
(«<ropHasi cTpaHa») Panta

U3 dbyHaamMeHTanbLHOU TeopeMbl BbITEeKaeT, HanpumMep,
HeBEepPHOCTb OObIYHOro 06 bLACHEHUA 3BOSOLUN

KPOCCUHIroBepa «BbIrogon OT PeKOMOUHAaLUM reHOB»: Y
oTbopa HeT Aapa npeaBUAeHUA



OT60p Ha N3MEeHeHMe HOPMbI peakuumn cKnaabiBaeTcsa U3 otoopa
reHoB ¢ aaauTBHbLIM 3dpdpeKToM (OTBEeYarLWmMX 3a HacrneayeMoCTb
npu3Hakoe (peHoTUNa) n otoopa MmopdoreHeTUYECKMX KOppensLuuu
(oTBevarwLwmx 3a BocriponsBegeHue (peHotnna). Bmecrte 3to BegeT K

aAnddepeHUunanbHOMYy BOCNponsBe[eHNI0 HOPMbI peakuuu, To ecTb,
3BOJNTIOLUOHHOMY U3MEHEHUI0 OHTOreHe3a (M3MeHEeHUI0 CBA3U MexXAay
reHamMv v nNpu3Hakamm)

BO3MOXHbI TPU NYyTU IBONKOLUUAAUN C YyHaCTUeEM
HeKOHCepBaTUBHOIO CamMoBOCInpou3BeneHus.

(1) lTeHeT4yeckaa accumunaumuAa — oToop U reHeTUYeCKas
dmkcauma cpenoBbix moandukaumm ceHoTuna
(2) l’eHeT4yeckasa koMneHcauus — OTOOP, KOMMNEHCUPYIOLLUN
yXyAlleHue cpeaoBbIX YCIIOBUN pa3BUTUA
(3) 9Bonouusa moporeHesa — CerieKTUBHO HEUTpanbHoOe
U3MeHeHne cucteMmbl MOpPoreHeTUYECKUX Koppenauun



OT NMIABHUKA PbIb K KOHEYHOCTU TETRAPODA

, Actinopterygian fin: radial domain + fin ray

A Paddlefish B Zebrafish

BokoBou nnaBHUK |

BokoBou NnaBHUK
oceTpa

KucTenepou pbiobl D Shark

Jsonouusa pukcupyet

(Chi . ctatum)
reTepoXpOoHUIO Mexay .
I Sarcopterygian fin: 3 endodkeletal domain + fin ray
MopdooreHe3om u e e

aAnddepeHLUNPOBKON:
KOHOeHcauns Me3eHXUMbI
cMeLwjaeTcsl Ha bonee paHHue
ctagum mopdoreHe3a No4vKu
KOHEeYHOCTHU, 3ane4yaTtneBas

OoTpaxxeHHVYI0 (POPMY B Buae
P yto chopmy 4 Tetrapod limb: 3 endoskeletal domain

3neMeHTOB 3HAOCKEeNeTa u e T G s
YKpennss onopy KOHEYHOCTH /
(2 N

o cybcTpar A= 9 o4 \
y p ( 5 = )' ‘s};’:’ I éz ,_:_‘25)\‘:5 l\‘\(; .- f;i:
N \_‘_’ )"/ <\?\ o e ‘-i}(



CENEKTUBHO HENTPAJIbHASA 3BONIOLUUA MOP®OIrEHE3A

Y aHaMHMM HapYXHbIX CFIOU 3KTOA4EpPMbI MOCTENEHHO NMpeBpaLwaeTcA B KINeTOYHYH
060ro4Ky 3apoasbiwa. U3-3a ee o6ocobneHunsa 3l TepaoT ynpyroctb M nepecraroT
M3rnbartbCcs: OCTAlOTCA NilaHapHble NOTOKU W arperauus KneTok, npomcxoasiime ToO4HO
TakK Xe, Kak npu narnde. PopmmpoBaHue 3l n nonocrten 3l 3agepxmnBaeTca Ao
BPeMeHMU, NoKa NJiacT He CTaHeT YNPyrum 3a cyeT YNNOTHEHUSA YNAaKOBKU arpermpyrowmx

KIeToK, noatomy nosnoctu A1 obpa3yroTca nyTemM LWN30LeNnun

A-I' — nameHeHue mopcoreHesa HepBHOM NNacTuHKU B paay Urodelan (A) —
Anurans (b, B) — Teleosts (') no mepe npeBpalleHUss Hapy>XHOro Criosl KNeTokK BO
BHe3apoAbileByr 000504Ky. Ecnu y narywku B Havane Henpynsiuum yaanuTb C
HepPBHOMN MNAaCTUHKU HAPYXXHbINA CIION 3KTOAEPMbI, TO HENMPYNALUA NouaeT TOYHO

TakK Xe, KaK Y KOCTUCTbIX pbl6.

MOP®OIMEHE3 AOANTUPYETCA K U3BMEHEHUIO YCITOBUU PA3BUTUA
HE BbIXOOA 3A NPEQENblI UCXOOAHOWU HOPMbI PEAKLLUK



JBOMKOLUUA OHTOreHe3a OCHoBaHa Ha BO3MOXXHOCTU MPSMOro u
obGpaTHOro nepexoaa oT «AeTEPMUHUPOBAHHOIO Xaoca» K MHOXeCTBY
nyTen u, B npeaene, AoeTepMUHUPOBaAHHOM NocrieaoBaTefibHOCTU
cTagum pa3Butusa. ECTb ABe Bepcumn KaHanmsauum U3aMeH4YMBOCTMU:

A

ApanTuBHbIN naHgwadT PanTta: kKaHan
pa3BUTUA TUMNA BO3HUKAET NyTeMm
noaobopa reHoB, NOBbLILAIOLWKNX
NPUCNOCco6sIeHHOCTb OHTOreHe3a U
BeAyLMX K pa3suturo oeHoTuna no
ONTUMaNbLHOMY C TOYKU 3PEeHUA
NPUCNOCOONEHHOCTN NYTHU

Fitness

JnureHeTn4yeckuun naHawadT YoaanHIrToHa:
KaHanbl pa3BUTUA — 3TO YCTONYUBbIE NYTU
n3MeHeHusa popmbl, 3aBUCALLME OT
MexaHukn mopdoreHesa. OTcyTcTBue
oTpuuaTesibHOro BKnaga B ooLyto
NPUCNOCOONeHHOCTb — AOCTAaTO4YHOe
ocHoBaHue ans ux dukcauuun. KaHanbl moryT
ObITb anbTepHaTUBHbLIMU BapUaHTaMn UNu
3KBU(PUHANBbHbIMU NYTSAMU OHTOreHe3a




CTABUITU3UPYIOLLUA OTBOP

Selection against both extremes

Ctabunuaupyrowmm otoéop — ato
BblOpaKoBKa YKIOHAKLNXCA OCOOEHN.

310 HOpManuayrwmumn apdeKkT
cTabunuaupyrowero otoopa,
e NpPenATCTBYHOLWMN POCTY AUCNIEPCUM,
AlerSeclion HO YaCTOTHOe pacnpegnernieHue
Original
Eopdaion ocTaeTcsi HopMmanbHbIM. Jpyrux

nocneacTtBMn 3TO He MMeer

Kpome Toro, crabunusupyrowiemMy otoopy 4acto npMnmcbIiBaroT
KaHanuaupyrowmm adpcekT (kapTUHKa), To ecTb, nepexoq oT
HOpPMasnbHOro pacnpeaenieHus K pacnpenesrieHno ¢ NONOXUTeNnbHbIM
3aKkcueccoM. B aTom (M TOJTILKO B 3TOM) cny4yae aenctBue otoopa BeaeT K
yrnyoneHuro Kpeoaa — Cy>KeHU0 HOpMbI peakunum n pocTy YCTOMYMBOCTH,
YTO OOBLSACHAET KYCTOMYNBOCTb ANKOrO TUMNay.

OOHako, eCTb anbTepHaTUBHOE OOBbSACHEHMe, CBA3bIBaloLLee
YCTOUYUBOCTb HE C NPUCNOCOOSIEHHOCTbLIO, @ C MEXaHN3MOM
MopdroreHe3a CTPYKTYpbl
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CKkyTennsipHble WeTUHKN Apo3odunbl

Avkun Tnn (Mmoaa) — 4 WEeTUHKU no
yrnam ckytennyma. CUnbHbIN
NoNnoXutenbHbIN 3KCcLecc B
YaCTOTHOM pacnpegeneHumn Yucna
LLEeTUHOK M OyhepHas 30Ha, rae
YUCIIO WEeTUHOK He 3aBUCUT OT [03bl
reHoB scute — eLle OANH KPUTEPUMN

n03a Kpeopaa.

[1Be rmnore3sbl:

(1)4mcno n pacnonoxeHue WETUHOK
afanTUBHO, 3HAYMUT,

/ cTabunusupyowmin otéop

(2) YcTonumBocTb AMKoOro tmna —
cneacrtBMe MexaHMsma mopdoreHesa

NMpotueB (1) — Hann4ne BTOPOU OYyChepHOMN
30HbI B o6nactu 8 weTnHoOK



Bonpoc nerko paspelwiaetcs npu B3rnsgae Ha peanbHYH
U3MEHYUBOCTb POPMbI

MakpoxeTbl KOHKYPUPYIOT 3a MaTepuarn ¢ KYTUKYNoOW CKyTennyma — npu n3bbiTke
ero martepuana — u gpyr ¢ opyrom, npu HegocTtaTke KyTUKYNnsipHOro matepuana. B
npepene KOHKypeHUus Mexay MakpoxeTamMmu CTaHOBUTCH € AUHCTBEHHbIM
drakTopoM, ynopsiouMBaroLWMM UX pacnonoXeHne: yCTONYNBOM OKa3biBaeTCA
KOHJUrypaumusi U3 MakCUManbHOro Ynucria MakpoxeT, pa3BUBaAKOLMXCA HA PABHOM
paccTosiHUM Apyr oT Apyra

YBenuyeHue Oo3bl reHoB scute

Bo3HUKHOBeHMe BTopoun oydepHon 30HbI (8 MakpoxeT) — npamoe
crieactBue U3MEeHeHUs CTPYKTYpPbl MOphoreHeTU4eCcKoro
B3auMo4encTBuUA



NOATBEPXOAKOLWA MPUMEP CO CTEPHOMJIEBPAbHLIMU
LLUIETUHKAMW

CnuHa Bproxo

Onsa ctepHonneBpanbHbIX WETUHOK (MUKPOXETbI) UX
KOHKYpPeHUUs Apyr ¢ Apyrom — eAUHCTBEHHbLIN haKTop,
ynopsaaovYMBaroLMn UX pacnonoxeHne. 3aBUCUMOCTb

yucna WeTUHOK OT A03bl FreHOB NIMHEeNHA, XOTS UX BKnag
B NPUCNOCOOSIEHHOCTb HUKAK HEe MeHbLUe, YeM Yy
CKYTESJIAPHbIX LWEeTUHOK



PEKAMUTYNAUNA PUNOTEHE3A AT 3BONIOLUUA

OHTOINEHE3A?
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dT1anbl 3BONOLMMU rNasa y
monntockoB (3BOJTHOLIUAA)

HA CAMOM [EJIE: npeaoctaBneHHble 3Tanbl aBonouun HE asnaTca atanamu

¢dmnoreHesa; paHHue ctagum passutua HE umerotr aHanora y B3pocrbix ¢popm
n HE aBnarTca aMOpUOHaNbHbLIMU UMK JIMMUHOYHLIMU aganTauuaMm



BuoreHeTn4YeCcKnin 3aKoH noriy4yaeTcs, ecnm yopaTtb U3 peanbHoro dounoreHesa
BCe ero oudgypkaumm, octaBuB TONbKO hOpPMbI, U3MEHAOLWMUECHA B OOHOM U TOM
e HanpaBneHnn. CxoacTBo € pearibHbIM OHTOreHe30M BO3HUKAeT U3-3a Toro,
YTO 3Ta Npoueaypa aHarnorn4yHa pearnbHou (PETPOI'PAD,HOVI) 3BONOLUN
OHTOreHesa, npoucxopasiwen B nOO6oN peanbHON UNOreHeTUYeCKON BETBU

OT60p AencTBYyeT Kak «MyCcOpHas

KOp3UHa» (Tep|v|v||-| C. Pa|7|1-a), COGVIpaSI Intercalary Evolution of Morphogenetic Pathways
reHbl, 3aBucswme ot Pax-6, n nodbiMmu Eye Morphogenesis
cnoco6amu, OoT perynsaumm TpaHCKpunuumn S Gl
A0 yCcrnoXxHeHuss MopdooreHesa, T v Bk ik N
ycunuBawwume heHoTUNUYeckum acpcpekr AR = peiaped) )
poaoncuHa. bespasnunyue otbopa K '\\:n-);’
BbIOOpPY MexXaHM3MOB, Yry4LllaroLmx Pax-6 Rhodopsin
c¢doTopeuenuuio, BeaeT K ANBepreHTHOMn
3BOSMIOLIMM CTPYKTYPbI rnasa Ana npocTenwen potopeLenumm
(pasnunyeHuns ceeTta U TbMbl)
OOwen YepTon NyTen 3BONOLUN AOCTaTO4YHO ob6pa3oBaHUsA KOMMeKca
ABNSAETCH TONbKO UX HanpaBrieHne ot 13 CBETOHYBCTBUTEIILHLIX pelenTopoe
«cneacTBUA» (Gornee NoO3gHUX cTaaui U NMUrMEeHTHbIX rpaHyn. N'eH Pax-6

AIBNAETCA TPaHCKPUMLMOHHBbIM
c¢hakTOopoM reHa, kogupyruiero
poaoncuH. lanbHenwas 3BOSIOLUUA —
3HAYUT, 3BONOLNA N OHTOINEHE3 NoAGOpP NPOMEXYTOUHbIX 3BeHbLeB

MUMEIOT HE TONbLKO MPAMYIO, HO U mexay Pax-6 n pononcuHom,
OBPATHYIO CBS3b ynyJwarowmx cporopeuenuumio

pasBUTUA) K «NpUYnHe» (bonee
paHHUM cTagusmMm)



