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Kypc nekuumn

YacTtb 5. Buonorua passutua (nekummn 14-17)

BUOJIOINA
PA3BUATNA

OHTOreHe3 MHOroKNeToOYHbIX

(Ha npumepe NOIBOHOYHBIX, KpaTKWA obaop)

2. OpobneHune 3nroThbl

« 3UroTa genuTcs HecCKONbLKO pas, Npuyem KNeTkn Mexay
AeneHusMu He pacTyT (NnoaToMy «apobneHue»).

» OBpasylowmecs Npu aTOM KNEeTKW Ha3biBaoTCH
«bnacToMepbi»

« DopMUPYeTCH KOMOMEK KNeTok — Mopyna.

3. PopmuposaHmne bnacrtynol

GnacTogepma

GnacTtyna

GnacTouenk

bnactouncTa yenoseka

Smbpuobnact

BnecTaAwasn 3oHa {oBonouka Aiua)
TpodcpobnacT

MonocTe BnacToUueThI

BN e

[MpukpennAeTcsa K CTEHKE MaTKW

SNHTENMA METKK
ranaGnaeT
CHHUMTHMOTROgoOnacT

b R =

UMToTpodoGnacT
anuBnacT

Stage 5b Approx. 9th day 0.1-0.2 mm

Characteristic signs:

Formation of the
trophoblast lacunae and
complete penetration of
the embiryo Into the
endometrium

Lacunar trophoblast

Definitive amniotic
cavity

Primary umbilical
vesicle (= primary yolk

sac)
1 Lacunar trophoblast 3  Primary yolk sac
2 Definitive amniotic cavity 4 Matemal blood vessels
2 — aMHUDOTUYECKAA NOMOLTh
3 — MENTOYHbIA MELUDK
Approx. 17th day 0.2 mm

Characteristic signs:
Primitive streak,
Primitive node Primitive
aroove

Secundary umbilical
vesicle

Allantoic diverticulum
Cloacal membrane
Primordial vessels in
the embryonic body
stalk

Primordial germ cells

Body stalk

Primitive groove
Primitive pit
Primitive node g«:ﬂ:raHmaTup LnemaHa»

Oropharyngeal m
Cardial plate

1

2

3

4 11

5

6 Cut edge of amniotic membrane
7

8

9

N

rane

HMesoderm
Endoderm
Future cloacal membrane

B 1+2+3 = primitive streak (I'IEPBH'-IHEH nnnum{a)

1. OnnogoTBOpPEHME

« [lBe rameTbl {cnepMui 1 AlLeKneTKa) CNMBaoTCA W
obpasyloT auroTy (onnoaoTBOpeHHoe ANL0).

Mature human sperm
has only 23 chromosomes
E -

\ Mature human egg i
has only 23 chromosomas

N
VY

Fertilized egg

During ferdization the chromosomas
from the sperm and egg unite to ghve
the fertilized ogg (also called a zygote)
a total of 456 chromosomes.

[OpobneHne n obpasoBaHune
MOpPYIbl Y H. sapiens

4. "acTpynayus

3KTOASpMa  3HTogEpMa oo [ )—

Gastrulation
{Devbopmant of A nk)

GnacTouenb GnacTonop

Copyaght € Pearon Edecation. in, publshing s Bangamin Cammings

apxXeHTEpoH (NepBWYHAA KALLKa)

EﬂaCTOLI,VICTa BbIXOAUT N3 00010YKH

Enectauan aoHa

Tpodobnact

Mano@nast (->sHT00CpMa)

MonocTe BnacToUMCTR

InubnacT (-> skTofNepMa, Mezofepma)l

o QR U

Approx. Tth - 8th day 0.1-0.2 mm

Stage 5a

Characteristic signs:

Development of the
bilaminar germ disk

Genesis of the amniotic
cavity and the primary
yolk sac (= primary
umbilical vesicle)

Invasion of the
trophoblasts into the
uterine mucosa

Solid trophoblast

1  Syncytiotrophoblast 5 Blastocyst cavity
2 Cytotrophoblast 6 Amniotic cavity
3  Hypoblast 7  Matemal blood vessels
4  Epiblast
Stage 5¢ Approx. 11th - 13th day 0.15 - 0.2 mm
Characteristic signs:
. . .
2 &
. (1!34‘!?.&:;;::331-'_".{’6@& el ~. ) S0 = e . Eroslon of the matermal
— "':"'_'ﬁl,?l;f.'.:] . s <Gt z N =+’ vessels: matemnal blood
; . . . in the lacunae of the
throphoblast

The prachordal plate is
formed (see stage 6)

Extraembryonic
mesoblast

Transformation of the
primary into the
secundary yolk sac (=
secundary umbilical

Lt
& @
L] N =
-
o BoWNE 4
L L]
'.'l i -
L] .
-
] "

e vesicle)
" db
1 Extraembryonic mesoblast 1 Extraembryonic mesoblast
2 Amniotic cavity 2 Chorion cavity
3 Primary yolk sac 3 Secundary yolk sac
(= primary umbilical vesicle) (= secundary umbilical vesicle)
Stage 9 Approx. 25th day 1.5 -2'5 mm

Characteristic signs:

Embiryo with somites
(1-3 somites)

Pharyngeal membrane
Neural groove

Caudal eminence
Intraembryonic coelom

Cardiac primordium,
septum transversum

Macode and auditory
pit

! Professor Kohei
Shiota, Kyoto
University

1 Primitive streak and primitive 4  HNeuwral groove
groove 5 Somites

2 HNeural folds

3  Cut edge of the amnion

» HepBHaA nNnacTMHKa (hopMUPYETCA CNEpeayn OT NEPBUYHOIA NONOCKY.
* HepBHaA NNacTMHKA HAYMHAET BBOpPAYMBATLLA, NPEBPALYAnth B HEPBHYID

TpyBKy (HeEApYNALWA)


http://www.evolbiol.ru/
http://www.evolbiol.ru/
http://www.evolbiol.ru/news
http://www.evolbiol.ru/author
http://www.evolbiol.ru/main_questions
http://www.evolbiol.ru/books
http://www.evolbiol.ru/library
http://www.evolbiol.ru/photoalbum
http://www.evolbiol.ru/video
http://paleoforum.ru/
http://www.evolbiol.ru/nes04.htm
http://www.evolbiol.ru/nes06.htm
http://www.evolbiol.ru/nes01.htm

Stage 10a, 10b Approx. 28th day

1 Cut edge of the amnion 2b Heural tube

2a Neural groove 2¢ Caudal neuropore
3 HNeural folds 2d Rostral neuropore
4  Somites 5 Yolk sac

Stage 11

2-3.5mm

Approx. 29th day

2.5 -4.5 mm

Characteristic signs:
Lateral folding
Closure of the neural
groove into a neral

tube

The 2 first pharyngeal
arches appear

Ophthalmic vesicle

Fupture of the
pharyngeal membrane

4 - 12 somites

HepeHan TpyOka 3akpbiBaeTCA CHa4Yana nocepejvHe, OTBEPCTUA DCTAOTCA Ha
KOHLAX — pocTpanbHbliA {NnepedHWA) W KayiankeHeld (3adHWA) Helponop.

Stage 12 Approx. 30th day

Characteristic signs:

Closure of the rostral
neurcpore

Hasal placode
Ophthalmic vesicle
Auditory pit

13 - 20 somites

5 Professor Kohei

Shiota, Kyoto
2 : : af —_— | University
‘__1' [_":f%;(“ l_:q'"'l 1 HNeural tube 4  Somites
-I 1!':: 2 1‘;‘0 2 Caudal neuwropore 5 2. pharyngeal arch
Unlversity 3 Rostral neuropore that is just closing 6 1. pharyngeal arch
Stage 13 Approx. 32th day 4 -6mm

3-5mm

Characteristic signs:

Closure of the caudal
neurapore

Third pharyngeal arch

Buds of the upper
extremitios

Cervical sinus

21=29 somites

= Professor Koliel

Characteristic signs:

Buds of the lower
extremities

Lens placode
Auditory pit
Fourth pharyngeal arch

More than 30 somites

2 Professor Kohel
Shiota, Kyoto
University

Shiota, Kyoto 1a Maxillary process
University 1b Handibular process
ia Maxillar process P Prosencephalon (forebrain) 2 Second pharyngeal arch
1b Mandibular process M Hesencephalon {midbrain) 3 Third pharyngeal arch
2 Second pharyngeal arch R Rhombencephalon (hindbrain) 4  Fourth pharyngeal arch maﬁeprle ﬂ.yr“
2 Third pharyngeal arch 5 Somites POT, KAK ¥ aKkynbl
4  Somites 6 Buds of the upper extremities
5 Heuwral tube 7 Left cardiac ventricle XBOCTWUK
6 Heart 8 Left cardiac atrium -
S R 3a4aTku NepeHUX KOHEYHOCTER
10 Embryonic tail
Stage 15 Approx. 36th day 7-9mm Stage 18 Approx. 44th day 13 - 17 mm
Characteristic signs Characteristic signs:
Lens vesicle coverad Toe primordium
with the ectodenm
Hasal primordium

Auditory primordium
The elbow joint forms
Genesis of the hand )
plate t.h:-nm:la_l gender can e
determined in male
embiyos

£ Professor Kohel
Shiota, Kyoto
University

2 professor Kohei
Shiota, Kyoto
University

Cardiac prominence
Hasolacrimal groove

External acoustic meatus

Hand plate with visible finger radiations
Footplate with toe primordium
Primordium of the palpebra (eyelid)

Cardiac prominence

Nasal placode

Ocular primordium

Bud of the upper extramity
Bud of the lower extremity

3ayaTKy 33JHUX KOHEYHOETER

LT
bW

buonorua passuTtus OHTOreHes

* [loxoxe Ha uyao!

* |13 KOMOUKA OAMHAKOBLIX KNETOK, Y KOTOPBIX HET HU Lienew, HK
NNaHOB, HW e4MHOro «ynpasnsAloLlero LeHTpa», ¢aM coboi
pa3BuBaeTCH CNOMHEWLLWA OpraHuam.

2N EME HTH

[Be NpeKpacHbIE HOBLIE KHWKKWA N0 TEME

MPUHLUMMWANBHBIV BOMPOC

MpyHUMIManbHBIA BOMPOC: Kak KNeTKW 3apopllia «MOHMMAI0T», YTO OLHW AO/XHbI CTaTb NEYEeHbIo, Apyrue KOCTsSMM, TpeTbh Mo3ramn? Kasanocb 6bl, [ONXEH BblTb KaKoW-TO «LEeHTPasbHbIA YNpaBnsowWwmuii opraH», rnaeBHbIi LEHTP,
pykoBoaswwuiA pa3sntmeM. MiHave — xaoc. I'ne xe aToT UeHTp?

Y LMBUTENbHO, HO eANHOrO LeHTPa AeNCTBMTENbHO HeT. OKasbiBaeTCs, MHOXECTBO 0MHAKOBbIX 06 bEKTOB — HANpuUMep, AeNsWnXCcs KNeTOK — MOXeT BecTn cebsi BMNOo/HE «OCMbICIEHHO» U (DOPMUPOBATL CNOXHbLIE CTPYKTYPbI, HE MES €0MHOro
ynpasnsiowero LeHTpa. Takve NpoLecchl HasblBaloT camoopraHunsaumeit nnm camoc6opkoit. OHM BCeraa Bbi3blBalOT Y HAC OlylieHWe Yyaa, Yero-To HepeanbHoro, Ho 310 — Npobnema Halei NCUXMKKY, a He 06 bEKTUBHOM peanbHOCTH.

1 NpocToe 0OHOKNETOYHOE CYLLEecTe0

e

John Burdon
Sanderson
Haldane
(1892 — 1964)

OYEHb CNOXHOE MHOMOKNETOMHOE CYLLECTBOD

AHeknoT. OgHaxapl [>XoH XonaeiH, sBoMIOLNOHUCT, U3BECTHbIA CBOUMIN acpopmsmamm, qyntan HY6J'IVI‘-IHy|O nexkuuto, nocne KOTOpOVI ofHa Aama BcTana u ckasana: «A Bce-Taku g He MOry noBepuTb, 4TO N3 OOHOK/IETOYHOro opraHnama camo
coboii Morno pPa3BnUTbCA Takoe CNoXHOoe 1 CoBeplleHHOe CYLeCTBO, Kak YenoBek, naxe ecimy Hero 6blnn Ha 3TO Munanapabl net». XonpeiH Ha aTo oTBeTUN: «Manam, Bbl camn 370 npoaenanu. n Yy BacC ywWno Ha 3TO BCero AessATb MecsueB».

Mbl Mornn 66l Ha 3TO BO3pPa3nTb, YTO MeX Ay OHTOreHe3oM n 3aBonounen (OT OOHOKNEeTOYHbIX K MHOFOKJ'IETO‘-IHbIM) €CTb NpuHUMnuanbHas pasHuua: B Cny4yae OHToreHesa ncxogHasa Knetka CooepXnT HEKYH0 reHeTU4YeCcKyto «nporpammy
PasBnTUA>», CNOXMBILYIOCA B Xo4e I'Ipe,D.LIJeCTByIOIJ.I,eVI aonouun. B cny4yae Xe 3BO/NIIOUMOHHOro passnTuns aHanormnyHom nporpamMmbl HeT.

[lporpamma paspuTna???

B 3aurote HeT nporpaMmbl passutua ambpuoHa
(B CTPOromM CMbICIIE).

» MHhopmalus, cogepxallasics B FreHOME,
CYLLIECTBYET U peanuayeTcsl Ha YPOBHE KNETKM,
a He Ha YPOBHE MHOMOKMNETOUHOMo opraHiama.

« [€HOM — 3TO MHTEPAKTUBHAA MNMporpaMmma
NoOBEAEHWA KITeTKWA.

 Bce ocTanbHoe — 3T0 cCaMoopraHn3auins,
OCYLWECTBNAKLEACH Ha OCHOBE
COrMmacoBaHHONo NoBegeHnd MHOXECTBa KINETOK,
3anporpaMmmMmnpoBaHHbIX O MHAKOBbIM oﬁpasom.

Ho ecnn noaoymatb, 3T0 pas3nnymne XxoTb U CylwecTeyeT, KOHEYHO, OgHAKO Ha CaMOM feJfie OHO, BOBMOXHO, He HACTO/1bkKO FﬂyﬁOKO, Kak KaxeTcs Ha nepBbli B3rnag. Benb Ha camom nene B 3urote HeT «MporpamMmbl pasBnUTUSa» MHOFOKeTO4YHOIro
opraHu3ma, Tak ckasaTb, B YACTOM BuAe. Ecnn paccMaTtpuBaTb reHoOM Kak nporpammy, To 3T0 Ha CaMOM fene He nporpamMma passmtusa 3M6pI/IOHa. 9710 nporpaMmma noseneHusa KneTku, OAOHOM KNeTku, n He 6onee Toro.

Bce ocTanbHoe — 8T0 camoopraHmaaums, unm caMoc6opKa.

BasoBble NPMHLMNBI OHTOreHe3a MHOMOKNETOYHBIX BO MHOFOM KOHTPUHTYUTMBHBI, TPYAHbI AN NOHMMaHus. [oToMy 4To Mo3r Homo sapiens nnoxo npucnocobneH onsi NOHUMaHKs NpoLLeCCOB camoopraHmuaauum 1 camocbopku. Hawe MblwneHve
crneumannMa3npoBaHo Ans uenenonaraHnus, Mbl NPMBbLIKAN NAaHNPOBaTb CBOW AEACTBMUS, OPUEHTUPYACH HA OXUAaeMblil pedynbTart. [103ToMy Ham 1 KaxeTcs, YTO eCNn Yero-To He NPeLyCMOTPWLWb, HE NPOKOHTPONMPYELIb, TO HUYErO XOPOLWEro 1
He BbIAeT — TOJNIbKO paspyxa u xaoc.

MoaToMmy Korpa Mbl BUAMM, Kak 13 4ero-To NpocToro camo coboit BApYr 06pasdyeTcs YTO-TO CNOXHOE, HaM 3TO KaxXeTCs YyAOM, U Mbl HAYMHAEM NOLO3PeBaTh BO3AENCTBMNE KaKoW-TO 0cob0i opraHuaytolleit cunbl. Mbl HauMHaem usobpeTtaTtb
NLLHWE cylWwHocTW. Byab To JlamapkoBckoe «CTpeMNeHne K COBEPLIEHCTBY», «paananbHas aHeprus» Teispa ae WapaeHa, «akTmBHocTb» KOpuns BukToposuya YaitkoBckoro, HOMoreHes, opToreHes 1 Tak aanee. Hy a B cnyyae camoc6opkm
CHEXMHKMN N3 XaoTMYeCkn ABMXYLUXCS MONEKY N BOAbl — COBEPLIEHHO O4EBMAHO BMewWwaTenbcTeo feaa Moposa.

Ine 3aKoaMpoBaHO CTPOEeHne CHeXWMHkn? OHOo 3aKoOoMpoBaHo B cBOMCTBax MONeKynbl BOObl B TAKOM Xe CMbICNe, B KakoM B3pOCﬂbII7I cpeHomn 3aKkoampoBaH B reHoMe 3UroTbl. M BHewWwHss cpenas obounx Cny4yasax CUNbHO BNUAET Ha pe3ynbTart.

KOHTPUHTYMTMBHOCTb OHTOreHe3a (kak 1 9BOOLMI) NMOPOXAaeT MHOXECTBO NPobneM, 1 MHorve BnecTslme TeOpeTVKN AeCTBUTENBHO CNOTHIKANUCh Ha 3TOM MeCTe.

« Kapgas kneTka sapogbilwa (bnactomep) MeeT oguH W
TOT Xe reHom

« [eHOM onpegenseTr Bce CBOWCTBA KNEeTKW, 3To ee
«nporpamMmma rnoeeaeHuA »

» [lporpamma y Bcex GnacToMepoB ogHa W Ta e, HO OHK
BCKOPE HauYuHaIoT BecTk cebna no-pasHomy

» bnacTomepkl obmeHWBaOTCA WHPoOpMaLneld —
nockinatT gpyr 4pyry XMMU4eckne curHansl 1 MeHsaoT
cBOe NnoeegeHue B 3aBUCUMOCTUW OT TOMo, Kakue curHanbi
OHW NoNyYKUnKn oT cocegen.

» B AlleKkneTke cyllecTByeT NpocTas «nepBuyHan
pasmeTka» (pasHele KOHUeHTpayWy BeLlecTB Ha pasHbiX
nonwcax)

MonpobyeM pa3obpaTtbCsi MOCTENEHHO.

BepHeMCﬂ K KOMOYKY KNneToK — 3apoabiwy, KOTOprI7I oﬁpaaoaanca 13 aNUeKneTkn B pe3ynbTtate HeCKOIbKNX NepBblX nenexunin. Kaxpas knetka 3apogpbilia nmMeet oauH N TOT XKe reHoMm. ["eHoMm onpenenset Bce CBOWCTBA KNETKU, 310 ee
«nporpamMmmMa noseneHuns». ﬂporpamma Y BCeX KNeToK 3apofbllla ognHakoBas. QO[IHaKo KNeTkn HaynHatoT BecTu cebs no-pa3HOMYy: OOHU NpeBpalatnTCa B KNETKWU KOXW, opyrne — B KNeTKU KUevyHnka, 1 Tak nanee.

910 npoucxoanT 6naronaps ToMy, YTO KNeTku 06MeHMBaOTCS MHGDOPMaLIMEe — NOCLINAIOT APYr APYry XMMUYECKME CUTHaNbl U MEHSIIOT CBOE MOBEAEHNE B 3aBUCUMOCTM OT TOr0, Kakune CUrHasbl OHW Nonyuunu ot coceneii. Koe-kakne curHansi
NPUXOAST 1 N3 BHEWHero mmpa. Hanpumep, KneTkn 3apoplweli y pacTeHuin YyBCTBYIOT 3eMHOE NPUTSXEHNE 1 MPMHUMAIOT ero B pacyeT, Koraa pewatoT, kak um cebs Bectu. HakoHeu, siiLeknetka MOXeT C caMoro Havyana uMeTb NPOCTEHbKYIO
«pa3MeTKy»: OfMH ee NOJIC MOXET OT/IMYATbCS OT APYroro No KOHUEHTpaUmMmn Kakmx-Huby b BEWeCTs.



[ eHOM — MHTEPAaKTUBHAA
nporpamma rnoBejeHnA KIeTkn

= [eHeTWyeckan «nporpamma» GnacToMmepa npegcTasnAeT cobon
MHOMECTBO HABOPOB «NpPaBWn NOBEAEHWAR.

= To, Kakoi 13 HaBopos npaBun AaHHAA KNeTka 6y0ET BEINGMNHATE, IABUCUT
OT NOMYYaeMbIX KNETKDW CMrHaNos.

=  Kawpope oTgenbHoe «NpaBUNo» BbIFMAAWT NEUMEPHD TaK. «eCal
SLHTCTHAICMCA MaKkue-mo yorrosun, coaenad makoe-mo dedicmeues.

= (QCHDOBHbIE AEWCTBWA, KOTOPbIE OENAIOT KNETKA, — 3TO BKIMHOYEHWE UMK
BblIKNHKYeHWE onpefeneHHbIX reHas.

= BknwYeHWE UMK BbIKNDYEHWE reHa MEHAET CBOWUCTBA KMETKWA, 1 DHA
HauyWwHaeT no-gpyroMy cebf BECTW, No-JpYroMy pearpoBaTh Ha CUrHanbI.

» [lpaBuna «cgenaHbi» B OCHOBHOM W3 pPeLEenTopos, TPaHCKPWNLUWOHHbIX
thakTopoB, 3HXaHCEPOB, CUrHaNbHbIX MONeKyn W Genkos, Dyl eCTBNAKLLWX
CHUHTED 3TUX MONEKyN. HanpuMep, NPaBunNo «aecny Nony4YeH cUrHan A,
Ha4yHM BbLIAeNnATL BelecTao By, MoxeT BbiTk CaenNaHo W3 peuenTopa
BELLECTBA A, KOTOPbIA AKTUBUPYET TPAHCKPUNUWOHHbIA thakTop B, koTopbli
NPWKPENNAETCA K aHXaHcepy [, pacnonoXeHHoMY oKono reHa [, KoTopbiA
KOAWpYyeT (hepMeHT, OTBEYAIOLLWIA 33 CUHTEI BELecTBa B.

Mporpamma noBeneHns y BCeX KNETOK M3HAYaNbHO OAHA U Ta XE, HO OHA MOXET COCTOSTh 13 HECKO/bKMX OTAeNbHbIX HabopoB npasun. To, Kakoi n3 HabopoBs Npaswa faHHas knetka 6yneT BbINONHATb, 3aBUCUT OT NOJy4YaeMblX KNETKOM
curHanos. Kaxaoe oTaenbHoe «npasuio» BbirSANT NMPUMEPHO TaK: «EC/W BbINONHATCS Takue-To YCNoBWs, cienai Takoe-10 aeiicTeme». OCHOBHble AEWCTBUS, KOTOPbIE AENaT KNETKU, —BKJ/IOYEHWE /N BbIK/TIOYEHUE OMPeAeneHHbIX
reHoB. OTO MEHsIET CBOMCTBA KNETKU, OHA HAYMHAET Mo-apyromy cebs BecTu, no-ApyroMy pearnpoBatb Ha CUrHasbl.

MpaBuna noBeaeHnst KNeTKK «CheNnaHbl» 13 PeLenTopoB, TPAHCKPUMUMOHHbBIX (DAaKTOPOB, 3HXAHCEPOB, CUrHANBbHbBIX MONIEKY N 1 6ENIKOB, OCYLLECTBSIOWMX CUHTE3 3TUX MONIeKy . Hanpumep, NpaBnio «ecnu nosiyyeH curHan A, HayHu BblAENsTb
BewecTBo B», MoxeT 6biTb caenaHo 13 peLenTopa B-Ba A, KOTOPbIA aKTUBUPYET TPaHCKPUMUMOHHBIA ¢hakTop B, KoTopblii nprkpennsieTcs k aHxaHcepy I, pacnonoXeHHOMy okono reHa [l, KoTopbiii KOOUpYeT (PEPMEHT, OTBEYAIOWNIA 32 CUHTE3
BeuwecTea b.

Kak e nonydyaetcsi, YTo KNeTku 3apoAbilia, MetoLme oOANHaKoBYIO NPorpaMMy NoBeAeHUs N HaxoasWmecs, Kasanoch Obl, B 0OMHAKOBbIX YCNOBMSIX, BCE-TakM BeyT cebsi no-pasHoMy? Leno B TOM, YTO OHV HA CAMOM Aefie HaX0AsTCs B PasHbIX
YCNOBUSIX — 3TO nosiyyaeTcs camo coboli B npouecce AeneHns Knetok. KTo-To okasancst BHyTpu, KTO-TO CHapYyXu, KTO-TO CHU3Y, KTO-TO CBEPXY, B KOM-TO KOHLIEHTpaUUs BelecTsa A Bbicokas (TOTOMY 4TO AaHHas KneTka CqpopMMpoBanach 13
TOI YacTu ANUEKNeTKH, rae aToro BewecTsa 6blio MHOr0), a B KOM-TO BelwecTsa A Marno.

Ewe Y KNeToK MoXeT ObITb «CYETUMK OeneHnm», KOTOprI7I COOGU.l,aeT 1M, CKONbKO pa3 anuekneTka yXe nogennnachb. OTOT CYETUUK TOXE XUMUYECKUIA: B SiiLieKNneTke n3HavyanbHoO Oblnn onpeneneHHble BewecTBa, 3anac KOTopbiX HE
NOonNoJNIHAEeTCA BO BpeEMA pa3BnTUA 3apoabila,  No TOMY, CKO/IbKO B KJIETKE OCTANoCb 3TUX BeWeCTB, MOXKHO NOHATb, CKOJIbKO neneHvin npowno C MOMEHTA Havana pasBuTuA.

[MNoTeTUYECKNA NpUMep parmeHTa
«MporpamMmMbl NOBeAEHUS KNEeTKN»

» ECn me CHapy)Xu, W KOHUeHmpauus eeujecmsa A
e mebe makasa-mo, N KOHUeHmpayusa eetyecmesa b
80OKpyea mebna pasHa Hymo, U ¢ MOMEHIMAa Havana

passumus npouwno yxe 10 deneHuli,
TO navHu sebifensamb eeiiecmso b.

PesynbTarT:

YMEHBLIEHWE KDHLUEHTRaLWM A

B onpegeneHHbIR MBMEHT B DnpegeneHHoOM MEETE 3apoabilia
NoABNASTCA DAHA KNETKA, BbIAENAIOLWAA BEWELTBO B
Mporpamma noBeneHWst KNETKM MOXET COAEpXaTb, HANPUMep, Takne KOMaHAbI:
«Ecnm Tbl cCHapyXu, 1 ecnu KOHUEHTpauus BelwecTsa A B Tebe Takas-To, M eCnu KOHLEHTpauwms BewwecTsa b Bokpyr Tebs paBHa Hynto, U eCnv ¢ MOMEHTA Havyana pasBuTus Npowwno yxe 10 AeneHnid, To HaYHW BbIOENSTH BEWeECTBO b».

K yeMy npusedeT BbINOSIHEHME Takon komaHapl? OHo npueedeT K TOMy, YTO Ha MOBEPXHOCTU 3apoAblila B onpedefieHHbIA MOMEHT (nocne necatn ,D,eﬂeHI/II7I) NnosiIBUTCA 0fHa-eAMHCTBEHHAs KNeTka, Bblaenstowas sewectso b. OHa 6y,£l.eT
pacnonoxeHa Ha CTporo onpeneneHHoOM pacCToAaAHUM OT OAHOIo M3 NOMKOCOB 3apobilla, NOTOMY YTO B HaleM npuMepe BelecTso A CNy>XWUT AN N3Ha4YanbHOW pa3mMeTku SiLeKneTku. Mo KOHLEeHTpaunn BellecTea A kneTka MoxeTt
onpenennTb, HA KAKOM PacCToAHUM OT NMONOCOB 3apodbllla OHa HaxXoOUTCA.

I'quemy Takas KneTka, Bblaensiowas BewecTtso b, 6y,ueT TONbkO ogHa? A NOTOMY, YTO €CTb UHCTPYKLNA: «Ecnmn KOHLUeHTpauunsa sewectsa b BOKpyr Tebs paBHa Hyno». Kak Tonbko nepeas Knetka, B KOTOpOIZ BbINONHATCA NOCTaBNEHHbIe
YCnosu4, Ha4HeT BblAeNATb BeWeCcTBo B, ero KOHUEeHTpauuna nepectaHeT 6bITb paBHa Hy/o, 1 NO3TOMY Opyrmne KneTkn He Ha4HyT ero BblAensaTb.

Ecnn mbl ybepem o0aHO U3 YCIIOBUIA. ..

» ECnU mui CHapy)Xu, N KOHUeHmMpauusa eewjecmsa A
g8 mebe maKas-mo, w sonuyskmpayus sewecmea 5 eopya mebin
pacsa wymo,A C MOMEHITIA Hayarna pa3suImus Npowno yxe

10 deneHull,
TO Hauxu ebifensamsb eeijecmso b.

PeaynbTaT:

YMEHbBLUEHWE KOHLUEHTRaLWK A

B I]I'IpEﬂ,E.I'IEHHbIﬁ MOMEHT B OnpegeneHHoOM MecTe Japoibilla
NOABIMASTCA «NOACOK? W3 KNETOK, BblASNANLULWX BELWSCTBOD B

A uTO 6y,|1eT, €C/n Mbl y6epeM N3 nporpamMmbl MHCTPYKLUMUIO «Ecnm KOHLEeHTpaLna Belectsa b paBHa HyJ'llO»? Torpa BewecTBo b HayHET BbIAENATLCSA HE OLHOW KNETKOW, a Lenon N0N0CKOM KNeTOoK, ONOSChIBatOLEN 3apoablill Ha onpeneneHHoOM
PacCToAHNN OT NONMKOCOB. |.|JVIpVIHa nosicka n ero nonoxeHue (6J'IVI)Ke nnn ganblle OT TOro nontoca, raoe KoHUeHTpauna A MaKcmmaana) 6y,ﬂ,yT 3aBuceTb OT TOro, Kakme KoHUeHTpauum selecTea A yKa3aHbl B UHCTPYKUWKN «Ecnu KOHLUEeHTpaunsa
BelecTBa A B Tebe Takas-T10».

Tenepb Haw 3apobll pasMedeH y>Xe ropasno cnoxHee n MHTepecHee, 4eM paHblle. Y Hero ecTb «MNepefHss 4yacTb», B KOTOPOW MHOro A a KOHUEeHTpauuna B pacTteT cnepenn Hasap; y Hero ecTb LEeHTpasnbHbIA NOSICOK, rae MakcuMmanbHa
KOHLUEeHTpaunsa B;n Y Hero ectb 3a4HA4 4acTb, roe mMano Awurne KOHLeHTpauunsa B y6bIBaeT cnepenu Hasan. Haw 3apoablll noapasnenmncd Ha 4eTko OoTrpaHu4YeHHble Apyr OT Apyra 4acTu, B KOTOPbIX KNEeTKN HaxXooaTCsa B pa3HbIX YCNOBUAX U
noaTomy 6y,uyT BbINOMIHATb pa3Hble NOANPOrpamMMbl CBOEN NCXOAHOWA obuei nporpammbl.

Mbl noapasnenunu 3apoablw Ha nepenHuii, cpeaHuin n 3aaHuii otaensl. OHM MOTYT CTaTb, HANpUMep, roNoBoM, Ty0BULEM 1 XBOCTOM. Ho xoTenock 6bl elle NoHATb, rae y Hero 6yaeT cnvHa, a rae XusoT. Kak a1o caenatb? OueHb NpocTo, Mbl
y>Xe 9T0 Npoxoannun. HyxXHa UHCTpyKuMs, NpuBoasias K nNosiBNeHnio 0gHoM KNeTKy UK rpynnbl KNeTok, BolAensowmnx kKakoe-Hubyab BelwecTso (Hanpumep, B) Ha niobom «Boky» 3apogpiia, rae-Hubyob nocepeanHe MexXy rofnoBoii U XBOCTOM.
M nycTb 370 BewecTBo B 3anycTuT nporpamMmy pasBuTusi CNvHbI TaM, rae ero MHOro, 1 NporpamMmy goopMnpoBaHmus Gpioxa Tam, rae ero mano. Korga sapombiw noApoOHO «pa3MeydeH», Kaxaas rpynna knetok MoxeT 6e3 Tpyaa onpeaenvTsb, rae
OHa HaxoMTCs, N aKTUBM3UPOBATL 3aroTOB/EHHYIO Ha 3TOT CNyvai noanporpammy (Habop Npasun NoseneHus).

B xone pasBuTUS 3apoblwa AEACTBUTENbHO TO TYT, TO Tam NoOSIBNSOTCA ocobble «ynpasnawwmne LeHTpbl» NN opraHn3aTopbl — rpynnbl KNeTokK, Bblaendaowmne 1o UM nHoe BelwecTBo, KOTOpOoe CNYyXUT Anga ApYyrux Knetok CUrHanom v snnsaet
Ha ux nosegeHue. Ho Npwu 3TOM BCe KNEeTKN No-npexHemy senyt cebsi B CTPOrom cooTBeTCTBUN C N3HayanbHOW reHeTn4eckomn I'IpOFpaMMOI7I, KOTOpas y BCex ogHa n 1a Xe. anaBnmou.u/le LEeHTPbl BOSHUKAKT CaMi, NyTeM camoopraHmsauunm,
HUKTO UX HApPO4HO Tyada He BCTaBNsdeT. W HUKakoro «eauHoro LUeHTPann3oBaHHOro pykosoacTea» ANs 3TOro He Tpe6yeTC$| nero Her.

B Pa3BUTUN HACTOALWMX XNBOTHbIX BCé CNOXHee, YeM B HalleM BOO6pa)KaeMOM npumepe, HO, Kak HM CTPaHHO, HEHAaMHOr 0.

["MaBHbIA NPUHLMN OHTOreHe3a
MHOIOKNETOYHbIX

OHTOreHes — aTo npouecc camocbopku
ynopAgo4eHHbIX MHOMOKNeTOYHbIX
CTPYKTYP, (hOPMUPYIOLLIMXCH 33 cueT
COrnacoBaHHOro NoBejeHna MHOXXeCTBa
WHAWBUAYaNbHbIX MOAYNeWn (KNeTok),
W3HaJyanbHoO cNeaylowmnx ogHOMY U TOMY
»Xe Habopy «npaBun NoBegeHUsA»,
3aKogUpoOBaHHOMY B reHoMe.

MTak, ocCHOBHOM NPUHUMN, Nexatwmn B OCHOBE OHTOreHe3a MHOMOKNeTOYHbIX, COCTOUT B TOM, 4TO OHTOreHe3 — 3To npouecc CaMOC60pKVI YNopAn0YEHHbIX MHOrOKIETOYHBIX CTPYKTYP, OOPMUPYIOLLMXCA 3a CHET COriiacoBaHHOro noseneHns
MHOXEeCTBa MHANBUAYaNbHbIX MOAYnen (KJ'IeTOK), npunyem Bce aTh Moaynm n3HadanbHoO cnenyoT OQHOMY U TOMY Xe Ha6opy «npaBun noseneHnsa», 3akoounposaHHOMY B reHoOMe.

YepTex uagenuA. OcHOBHbIE
XApaKTEpUCTKA YKaIaHbl B ABHOM
BUE.

3uroTa. B Held HAYEro Takoro HeT.

r e

O

Ewwe Heckonbko nosicHeHuii. Beib Mbl roBOpVM 0 Bellax AeACTBUTENIbHO KOHTPUHTYUTUBHBIX. [[€@HOM 3UroThl HE COLEPXMUT HUYEro NMOXOXEro Ha «4epTex» opraHnaMa. Mex oy aneMeHTamu yeptexa u afieMeHTamm n3aenus, Kak npasuo,
CyLLEeCTBYeT COOTBETCTBUE «OANH K OHOMY». KaXaplii aNeMeHT yepTexa COOTBETCTBYeT onpene/ieHHOMY S/IeMeHTY n3nenus n HaobopoT. B reHoMe 3UroTel HUYero Takoro HetT. Mexay YacTsiMu (MpUsHakamu) opraHmama u 4acTsamy reHoma
(reHamu, NOKycaMu) HET COOTHOWEHNS «O4UH K OOHOMY»: 60NbWNHCTBO NPU3HAKOB 3aBUCUT OT MHOXECTBA reHOB U HaobopoT.

YyTb To4YHee ByaeT cpaBHeHMe C peLenToMm (1n anropuTMoM), Ha OCHOBE KOTOPOro MoBap rOTOBMT TOPT. MeXay 4acTsiMu Mupora uin coyca 1 oTAe/bHbIMY 3/1leMeHTaMy peLenTa (Cnosamu, NPeanoXeHnsaMm) HeT B3aMHO 0AHO3HAYHOMO
cooTBeTCcTBUA. [0 rOTOBOMY U3AE/MI0 MOXHO BOCCTAHOBUTL €ro YepTex 6M3Ko K opuruHay. BoccTaHoBUTbL MO «peHoTMMy» NMpora ero peuenTt NpuHUMnuansHo TpynHee, a BOCCTAHOBUTL €ro 4OCA0BHO B 06WeM cnydyae HeBO3MoXHO. Ho
MeTacpopa «peLenTta» ToXe HecoBeplleHHa. PeLenT conepXunT KOMaHabl Ha yPOBHE LENoro N3nenms («npuaatb TECTY Takylo-T0 hopMy», «TilaTenbHO nepemewars»). Ho B reHOMe 3UroTbl HeT UHCTPYKLUUIA, BbINOHSEMbIX HA YPOBHE LENoro
aMbpuoHa. FeHOM ComepXuT Nuilb Habop NoKanbHbIX NPaBWUA NOBELEHWS, BbINONHAEMbIX HA YPOBHE OTAENbHbBIX KNETOK. MTeHOM MOXHO HasblBaTb PELIENTOM WU anropyuTMOM TOMBKO C 3TOW OrOBOPKOIA.

B nporpamMMnpoBaHun Takmne anroputMbl XOPOLWO N3BECTHbDI. VX HasbiBalOT «anropuntMammn CaMOC60pKVI>>.

Ecnu 6bl passuntme Wno He NyTemMm camoopraHmsaunm Ha oCHoBe Nporpammsbl, a No 4epTexy, Ham 6b1710 Obl TpyAHee 3BONMILMNOHMNPOBATD. JleT cT0 Hasag, Koraa mMbl ele He 3Hanm 3aKoHOB pa3BnTnA 3M6pVIOHa, MHOroe B 3BO/1tIOLUMN Ka3anocCb
HEMOHATHbIM. HaanMep, HEeKOTOopble yANBNANNUCb, Kak MOryT B npouecce aBoniounn yonmHNTbCA BCe YeThblpe HOrM 0AHOBPEMEHHO — Belb 014 3TOro HY>XHO, 4TOObI MyTaumm ooHOBPEMEHHO U3MEHNNU OANUNHY Cpa3y BCEX YeTblpex Hor!
LelictButensHo, ecnn 6bl B reHoMe 6bin 3anucaH YyepTeX opraHnama, 1o n0Tpe603an00b Obl BHECTU B 3TOT YepTeX UenbiX YeTblpe nonpasku, 4TOObI YBENNYNTb O/INHY YeTblpeX HOrT. Tenepb—To Mbl 3HaeMm, 410 passuTne naet no nporpamme, B
KOTOPYIO AOCTATOYHO BHECTU BCEro 0AHO U3MeHeHue, yTOObI ONMHA BCEX yeTblpex KOHEYHOCTEN N3MEHNIAch, NPUYEM N3MEHUNACH OANHAKOBO.

Martematmkm FOBOPAT, YTO 3aKoAMpoBaTb B reHOMe 4epTeX XUBOTHOIo 6b1/10 Obl HAMHOMO CNoXHee, 4eM Takyro nporpammy. OTa nporpamma, Kak H1 CTpaHHO, cama no cebe ropasgo npoue, 4em Nonyyarwnincs B pesynbtaTe opraHusm.

MTak, reHom KOoOupyeT NMHTepPakKTUBHYIO NporpamMmmMy noseneHnsa KneTku. B ocHoBe aToi nporpammbl nexart reHHO-perynsaTopHble CeTH, PaclumgPOBKON KOTOPbIX 3aHUMAETCS 3BONIOLNOHHAS 6uonorum pPa3BnTnA, TaKk Ha3blBaeMas 3BO-0eBO.

«OpraHusartop».
[laHc WnemaH, Xunbga MaHronbg, 1924

' Dorsal Heural folds
~ | lasincne}//’
N\ A
| . - lastopore

Pentral
DOHOR EMBRYO RECIPIEHT EHMBRYO

= C 3TOro ceHCcaUWoHHOro peaynbTaTa Hayanocb CTAHOBNEHWE COBPEMEHHOW
6GvonoruK paBnThA

 [epecagka ManeHbKoOro Kycouka racTpynsl (oopcansHoi [enMHHOK] ryBbl
GnacTonopa) NpUBena K palsMTUID «JBoWHoro» amGpuoHa.

* [lononNHWTENbHLIA TPUTOH HOPMUPYETCA HE W3 KNETOK NEpecameHHoro Kycouka
TKaHW, @ U3 KNETOK racTpynbl-peLunueHTa.

» CnejoBaTtenbHo, dopcansHan ryfa racTpynbl ABNASTCA «OpPraHWIaToOpoMs -
OHa 3acTaBNAET KNETKW 3apojbilla OpraHWInBaTbeA B CNOMHbIA OpraHuam.

* OueHb gonro {okono 50 NeT) He ydasanock BbIACHWTL, KaK paboTaeT
ppraHuaaTop.



Approx. 17th day 0.2 mm

Characteristic signs:

Primitive streak,
Primitive node Primitive
qroove

Secundary umbilical
vesicle

Allantoic diverticulum

Cloacal membrane

Primordial vessels in
the embryonic body
stalk

Primordial germ cells

Body stalk

Primnitive groave
Primitive pit
Primitive node
Oropharyngeal membrans

1

2

3

4

5 Cardial plate opraHwaaTop LLnemaHa
g Cut edge of amniotic mambrane Haxﬂ,ﬂ,HTCH :lﬂ,El:b {y
]

9

N

Mesoderm

Encloderm nepegHero=crnMHHoro

Future cloacal membrane

B 1+2+3 = primitive streak (HEPBHHHEH I'II]J'IBI:KE) Kpasn ﬁna:Tunupa)

BoT rae pacnonoxeH opraHuaarop LUnemaHa y yenosedeckoro aMGpuroHa.

ectoderm binds ectoderm

BMP4; becomes 11 ™ cannot bind

epidermis (skin) g Li g BMP4; takes
¥ iy, default path to

become central
ervous system

Dorsal

Uentral Bﬁr;l“alzng factors

;
Wertr; ?
{ ewlkoop center
Meserthymal structures

Spemann
organizer

® = BMP4
= = chordin, noggin, others

® = inactive complexes

YnpouweHHan cxema paboThkl opraHuiartopa WnemaHa.

» KneTkn BEHTPANbHOW CTOPOHLI racTpynbl BeigensaoT EMP-4

= 3T0 3ACTABNAET KNETKW IKTOAEPMbI NPEBPALLATLEA B INWAEPMAC (KOXY)

= gOpradu3aTop WnemaHa» npowasogut Genky chordin u noggin

= OHU NpukpennATeA K BMP-4 U He 4aioT eMy NpUECoEJWHWTLEA K
peLenTopaM CoCeaHWX aKTOOEepPManbHbIX KNEToK.

= 3TW 3KTO4EpManbHbIE KNETKW NO3TOMY PaIBUBAIOTEA NO APYTOMY MyTH 1
NnpespaLlaloTcA B HEPBHYIO NNACTUHKY, HEPBHYID TRYGKY W fanee — B ronoBHOW
W ENWHHOK Moar (LHC).

FEHHO-PETYNATOPHbBIE KACKALbI
Xon oHTOreHesa onpenensieTcst FeHHO-pPerynsaTopHuIMu ceTamu (kackaaamu). B HUX yyacTByioT curHanbHble 6enku v op. B-Ba («MOPAIOreHbI» ; BbILENSIOTCS KNETKOW B OKPYXatolee MeXKNeTo4YHoe NPOCTPaHCTBO), peLenTophl,

TPaHCKPUMUMOHHbIE dhakTopsbl, Manble perynstopHsle PHK. SHxaHcepbl (caiiTbl cBs3biBaHUs TAD) B perynstopHbIx 061acTsx reHoB-perynsTopoB — BaXHbIA KOMMOHEHT «r€HETUYECKO NPorpaMMbl pa3snTums». OT aHXacepoB 3aBUCUT, KakuMm
nepeknoyaTensmMm (a 3HauuT, rae v korpa) 6yneT BKNOYATLCS OaHHbIV FeH.

XOKC-T'EHbI

Hox-reHbl — «pa3meTka» amMbpuoHa BLONb
NPOAONBLHOW OCK
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PHYLOGENY GENES FOUND KNOWN EXPRESSION

Y BCeX XMBOTHbIX 3a pasmMeTky 3M6pI/IOHa BLONb NepenHe-3afHen ocn oTeevaet ocoboe ceMeiicTBo reHoB — HOX-reHbl. CHavana Hawnm y Ap0o30donnbl, 3aTEM Y BCEX XMUBOTHbIX.

OTKprTVIe CX0JHbIX Hox-reHos Y pasHblX TUMOB XMBOTHbIX 3aCTaBUN0 NO-HOBOMY B3rNsiHYTb Ha MOPPOreHe3 XUBOTHbIX U ero npeoépaaoBava B xoe asonounmn. Ctano sCHo, YTO, U3MEHNB OLVH FeH NN Bpemsa (I/Iﬂl/l MeCTO) ero BK/4yeHun,
MOXXHO TpaHcdopMnpoBaTb, co3aatb, yOanuTb UK NEpeHecT B ApYyroe Mecto cpasy uenblin opraH, CoxXxpaHue npu aTom obwwii nnaH CTpOeHuA.

Hox-reHbl y ApO30dou/ibl, YenoBeKa 1 MHOTUX APYruxX XMBOTHbLIX pacrnonaratoTcs B XPOMOCOME B CTPOroM rnopsike, B TOM CaMOM, B KOTOPOM MPOUCXOAUT AndppepeHLMpoBKa OCHOBHbIX yacTen Tena OBYCTOPOHHE CMMMETPUYHOro XnBOTHOrO.
CHavana Yy paHHero 3M6pVIOHa Ha4ynHawoT paﬁOTaTb reHbl, 0TBevale 3a CTpoeHMe OpraHoB Ha ronose, 3aTeM Ha rpyau, 3aTeM reHbl Ha4MHatoT OPOPMIISATL U XBOCTOBYIO YaCTb.

MayueHue HoX-reHoB Hayanocb € 3TUX MYTaHTOB

IBonoLmMs Hox-reHoB Y XXUBOTHbIX

apozodwuna (D.m.) Mbilws (M.m.)
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CHMMMETPHYHBIX MUBOTHBIX,?

CemeiicTBo Hox-reHoB nonpasnensietcs Ha 14 knaccos. CumtaeTtcs, 4To 3T 14 KNacCcoB BO3HWK/IM MyTEM AyNavMKaLMyM OLHOTO WM HEMHOTMX UCXOOHbBIX FTe@HOB, PENNUKY 3aTEM MyTUPOBaW 1 06peTany HoBble CPYHKLMM. Y KMWEYHOMONOCTHBIX 1
rpebHeBrKOB nMeeTcs Bcero 4 knacca Hox-reHos.

Y npennonaraemoro o6uwero npeaka ABYCTOPOHHECMMMETPUYHBIX XMUBOTHBIX MX JOMXHO 6bino 6bITh MO KpavHei Mepe 8. Y MNeKkonuTalowwmx NpucyTCTBYIOT BCe 14 KNnaccos.

anIHLlI/II'I paéOTbI 3TUX rEeHOB 0OMHaKoB. Bce oHn sBnsoTCS TPaHCKPUNLMOHHbIMU paKkTopaMu, TO eCTb UX PYHKLIMSA COCTOUT BO «BKIIOYEHUU» UMW «BbIK/TIOYEHUW» OPYrnX reHoB. B pesynbtarte pa6OTbI Hox-reHos 3anyckaeTcd Kackan
peaKu,w7|, I'IpI/IBO,D,SIU.l,I/IVI K MOSABNTIEHUIO B KNTIETKE HYXHbIX 6enkos.

[Mo3>e BbIACHUNOCH, YTO Yy HEKOTOPbIX XMBOTHbBIX OHW PACMO/IOXEHbl BOBCE HE TaK NpaBu/bHO, KakK y Yyenoseka n 4po3oduibl.

C6nacTu akenpeccun Hox-reHoe B LIHC W noaBoHoYHWKE (Mus musculus).

Hoxi  Hox2 Hox3 Hoxd Hox5  Hoxt Hox7 Hox8  Hoxd
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Heemubiunt forocasy NokalaHol 06NacTy IKENPECCMA B rONOBHOM W
CMNWHHOM MO3re, YSEeMusIMU Osanady — B HOPMUPYHOLLEMER

No3aBoHoOUHWKE. CUpexHessiM Yeemou NoKalaHa obnacTb akcnpeccu Hox10 n
Opyrux esagHuxe Hox-reHos

[TnenoTponHoCTbL reHOB —
PEryNATOPOB pPa3BUTUSA

* [1INerdoTPONHOCTE — MHOXECTBeHHOCTE OYHKL WA KN
eHOTUNUYECKUX NPOSABMNEHWHA.

» OAWH W TOT e reH-perynsTop MOXeT perynupoBaTh
HECKOMLKO COBEPLUEHHO pa3sHbIX NMPOLECcCOoB Ha pasHbIX
cTaguax amGprMoHansHOro passuUTKs.

« 370 «NpodeccoHanbHbIe NepeknoyaTen», KOTopsLIM B
NPUHUKNEe BCce paBHO, YTC nepeknioyaTth (Owin Obl y
perynupyemoro reHa HyXHelld aHxaHcep). lNoaTtomy B
XO4.e 3BoNiLUUM Nog UX ynpasneHwe Nerko MoryT
nonacTbk HOBLIE «NOANMPOrpaMmel». Tak BO3SHMKAKOT
HOBLI@ NPU3HaKW.

Kpome XoKc-reHoB, cylecTByeT MHOTO ApYrux perynsitopos passutus. Ong 6onblmnHCTBA XapakTepHa NneioTponHocTb. MNnenoTponHOCTb — MHOXECTBEHHOCTb (PYHKLMIA U (DEHOTUNNYECKUX NposiBNeHuid. OauH 1 TOT Xe reH-perynstop (Td)
MOXET PerynmpoBaTth HECKOJIbKO COBEPLIEHHO PasHbiX NMPOLIECCOB HA Pa3HbIX CTaAMsX SMOPUOHANBHOTO PasBUTUS. ITO «NPOGECCUOHANbHBIE NEPEKIIoYaTENN», KOTOPLIM B MPUHLMNE BCE PaBHO, YTO Nepekntoyath (6bin 6bl y perynupyemMoro
reHa HyXHblli aHxaHcep). [oaToMy B Xo4e 3BOMIOLUMUM NOL X YNpaBieHMe Nerko MoryT nonacTb HOBbIE «MOANPOrpamMMmbl». Tak BOHUKAIOT HOBbIE MPU3HAKW.



Stage 18 Approx. 44th day 13 - 17 mm

Characteristic signs:
Toee primordium

Hasal primordium

The elbow joint forms
Gonadal gender can bea

determined in male
ambryos

Shh induces Vax

Vax activates dnTef712
S R OFF

TelLaf sito Wint targat
dnTef712 blocks Wt signaling

€ professor Kohel

i F Shiota, Kyoto
dparMeHT PEryrATOPHOM CETH, «paameyatowei» LIHC Ha GpioluHyto University
(BEHTpanbLHYIR) U CNWHHYIO (00p3anbHyIo) ETOpoHbl. Shf BbICTYNAET B o I?IJI;O:I‘;:?;EE
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WTak, oHTOreHes - aTo rpouecc caMoopraHn3aumm, B XoAe KOTOPOro U3 CornacoBaHHbIX BEVICTBUY MHOXECTBA 04NHAKOBO 3arporpamMMypOBaHHbIX KIETOK, CeAYyoWmNX CpaBHUTELHO MPOCTOMy Habopy rpaBul NoBEAEHUS, «CaMO3ap0XAatTCS»
C/I0XKHbI€ MHOIOK/TETOYHbIE CTPYKTYDAbI.

Kakumu ceolicTBaMu nonxeH o6n1anate OHTOreHe3 MHOMOKNIETOYHbIX UCX0as U3 TOro, 4TO OH OCHOBaH Ha 3TOM anHumne? [Moxoxe Ha To, 4TO MHOrue cneu.mpmqecme, HeTpusmnanbHble CBOICTBA OHTOreHe3a MoryT 6biTb Ha caMoM fene
HeunabeXHbiMU CcnencTemsaMmM aToro npuHUmMNa. B Takom cny4ae onda HMX He Hy>XHbl cneunanbHble 06 BbSACHEHUSI.

Mbl nonbITanucb Npu NOMOLLY MOLENMPOBAHNS ONPEAENNTb KPYr CBONCTB OHTOreHes3a, KoTopble MOryT BbiTb CNeACTBUSMM 3TOro NpuHumna. [ns atoro 6sina paspabotaHa nporpamma EvoDevo.
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EcTb Takon agopn3m — KCcTaTu, CoOBEPLIEHHO Henpaanbem —Y4TO MOLeNb, 3TO Takas WTykKa, B KOTOPYHO 4TO 3a/10XWWb, TO U NONYy4Ullb. Tak BOT, B nporpammy 9Bo-eBo usHavanoHo HNYEI O He 3anoxeHo, Kpome BOT 3TOro npuHumna.

Mporpamma naeT HaMm 04HY UCXOLHYHO KNeTKy — 3uroTy. Mbl MoxeMm 3anath nioboit Habop npaswn noBeneHus knetkn. Cnenosatb STUM Npasunam ByayT BCe KNeTku Hawero aMbpuoHa. Mbl He MOXeM 3aaaTb Npaswio ANs BCero aMbpuoHa. Mol
HE MOXeM ckasaTtb BnacTtyne «coenai cebe BNsUMBaHNE 1 NPEBpPaTNCh B racTpyny». Mbl MoXeM 3aaate Tonbko npasuna ans KNETKW, HanpuMep: Npu Takux-To YCNOBUSIX MUTPUPYIA TYAa, rAe BO3PacTaeT KOHLEHTPaLUMUs Takoro-To BELWECTBa.
Mpuyem Habop NpaBun 04UH U TOT Xe ANs BceX Knetok. Mbl nuweM 3ToT Habop npasumn BOT B 3TOM OKOLWKe, MOTOM HaxuMaeM KHonky RUN, 1 Hawa 3uroTa HauvMHaeT BbIMOMHATL Hawy npasuna.

Knetka MOXeT BbIMONHATb Cneayolve LefcTBUS: BbIAENSATb OJHO UMM HECKONbKO CUrHaNbHbIX BEWECTB («MopdporeHos»), enmtbes, MNepemewarbca, OTMmpatb, CTaHOBUTLCS KNETKOW TOr0 AN UHOTO «TUna» (aHanor KNeTo4Hown
andbdpepeHumannm) n T.4.

Kaxpoe nercTere BbINOMHSETCS (MW HE BbINOMHSAETCS) KNETKOM B 3aBUCUMOCTU OT KOMOMHALMMN YKa3aHHbIX B «F€HOTUMNE» YCNOBWMA, TaKMX Kak KOHLIEHTpaLms MOPgOOreHOB, YCNO KNeToK-cocenen n T.4.
Mporpamma no3eonseT, NPON3BONbHO MEHSIS «FEHOTUM», CO34aBaTb HEOrPaHNYEHHOE pa3Hoobpasne OHTOreHe30B 1 «OpPraHn3MoB».

BoT Heckonbko NpUMEPOB TBAPHOLWEK.

OHTOreHes «rmgpbi»

MNpumep reHoTUNa

1. ECNK Thi - KNeTka Tuna 0, 10;
1.1. Ecni NpoRAEHD MEHELWE 7 eneHWi, Nogendck.
1.2, Ecnd npoidaeHo 7 AeneHdi, BcTh KOHTAKT © BHEWHEA CREA0H W EOHUBHTPAUWA BRIWECTES 0 PAEHE HYTH, HAYHK
BHINENEHME B-B& 0.
1.3, Ecnu koHUBHTRALKWA B-Ba 0 BONEWE HYyNA, HO MEHEWE 0.08, U KOHLUEHTRAUMA B-E3 1 PREHA HYMK, HAYHK
EHINRMNEHME B-B3 1.
1.4, Ecnu KoHUEHTRALMK B-E 0 W 1 BONkeWe HYNA, To
1.4.1. ECNW pazsnH4Me EOHUEHTRAUMA B-8 0 W 1 He npeebiwaeT 0.02, CTaHL KNETKOW THNE 2.
1.4.2. ECNM KOHUEHTRAUMA 1 NPEERIWAET KOHUEHTRaUMID O Gonee, yem Ha 0.02, cTadHs KNeTHOR THNE 3.
1.4.3. ECNW KOHUEHTRAUMA O NpeERIWAET KOHUEHTRaUMI 1 Bonee, yem Ha 0.02, cTaHs KNeTkol THNa 1.
2. ECNA Tkl —KNertka tana 1, 1o
2.1, ECNM BCTE KOHTAKT C EHEWHER cRenoi, «3aTeepaeis.
3. ECNK Thi - KNETKA THNA 2, T0
3.1. ECNK He ERIGENABLWE B-E0 2, HAYHKW BI0 ERIGENATE C MHTECHEHOCTRD 0.01 W 3aTEEpOEH.
4. ECNA Thi — KNertka tana 3, 1o:
4.1, EcNA KOHUEHTRAUMA 1 MeHswWe 0.18 M eCTe KOHTSKT © EHEWHEH Cpea0d, CTaHE KNeTkoR THNa 1.

4.2, ECNM KEOHUEHTRAaWHA 2 meHswe 0.065, KoHUeHTRaUMS 1 Bonswe 0,18, koHueHTpauMa 0 Gonewe 0.0025 W eCTe
KOHTAKT ¢ BHEIWHEW cpe0il, NOAENKMCE NO rPpaguenTy 2 (Tak, 4ToBkel NNOCKOCTE ABNeHMA BeINa NepneHaukynApHa
TPEAMEHTY KOHUBHTRALMA B-BA 2.

4.3 Ecnd KoHUEHTRAUMA 1 Aonkwe 0, Ho MeHblWwe 012, KOHUEHTPAUMA 2 MeHbWe 0.05 4 HET KOHTaKTa ¢ EHELWHER
CPEAOM, CTAHE KNETKOM TUNA 4 M 0BHYM CHETUME JENEHWKA.

4.4, Ecnd KoHUeHTRauMA 0 meHswe 0.003, nepecTaHs BRI0SNATE BRWECTED 1 W CTAHE KNETKOR THNE 1.

5. ECNA Thl — KNeTka tana 4, 1o:

4.1, Ecnd KoHUeHTRauua 1 Bonkwe Hyna, Ho MeHewe 0.1, HAYHK BEIOENATE BEWECTED 2 C MHTEHCHEBHOCTER 0.07 1
aATERPOEA.

f.2. ECNH EOHUEHTRALMA 1 PEEHA HYNID W NPoRLEHD 0 DeneHqi, Nonendck.
A.3. ECNH EOHTAKT ¢ BHEWHER cpeaold fonewe 0.4, cTaHL KNETKOW THMa &,
6. ECNKA Tl — KNeTka tana 5, 1o:;
B.1. Ecnu KOHUBHTRAUMWA BRWECTES 3 MEHBWR 0.1, TO
B.1.1. HAYHKW BEEIOENATE BRWECTED 3 W Z5TEEPOEA.
6.1.2. EcnW KOHUBHTPAUMA EeWecTEA 2 Aonkewe 0.05, NOAeNMCE NPOTHE TPAAMEHTE BRUEBCTEA 2.

DTOT reHoTMN Mbl PACCMOTPUM B KayecTBe nprMepa nonogpobHee. MeHOTUMbI Y HAC NULYTCS, KOHEYHO, He B BUAE NOCNefoBaTeNbHOCTEN HYKeOTUAOB, a Ha 60Nee BLICOKOM YPOBHE, KOTOPLIN MPUMEPHO COOTBETCTBYET YPOBHIO MEHHO-
perynsaTopHbIx ceTeit. DTO YPOBEHb NMOBEAEHNS KNEeTKM, BK/OYas ee peakLum Ha TO, YTO NPOUCXOANT BOKPYT.

Bor npuMmep reHotmna. Bbl BuAuTE, 4TO 370 Ha6op HEeKNX npasunn noseneHns KneTku. B pencTBuTENBHOCTN rEHOTUMDI Y Hac NuuyTCAa Ha A3blke C++. Ho 3pecb ons y,D,O6CTBa S Nepesen aTOT reHOTUMN Ha PYCCKUA S3bIK.

Peanunsaums aToro reHotTuna
(OHTOreHea, «3akoAUpPOBaHHbIN» B HEM)

OHTOreHes, reHepMpyeMb||7| 9TUM reHOTMMNOM, Noka3aH Ha aToM cnange. MoXHO 3aMeTnTb, YTO NS NOHUMAHUSA COOTHOLEHMS MeXxny reHoTurnom u (*)eHOTI/II'IOM Y MOL€eNbHbIX OPraHN3MOB, KaK Uy pealibHbIX XNBOTHbIX, Tpe6y|orcsl N3BECTHbIE
ycunus. ["naps Ha reHoTwn, TPyOHO Npenckasartb, Kakom CpeHOTI/II'I 6yp,eT MM CreHepupoBaH. Tem He meHee, B OTNM4me oT peanbHbIX XNBOTHbIX, B MOAENIN BCE 3TO MOXHO NpoCneanTb U NMOHATb.

JEMOHCTPALMSA NPOIrPAMMBbI. MosicHeHwne, kak pa3BuBaeTcs YepBsK. B naHHOM crnyyae OHTOreHes npoTekaeT cneayowmm obpasoM. CHavana B pe3ynbTate HeyrnopsiaoUYeHHbIX AeNeHNA NCXOOHOM KNeTKU U ee NOTOMKOB (hopMupyeTcs
OKPYFNioe CKOMNeHne KNeTok. 3atemM oHa U3 KNETOK Ha KPalo CKOMIEHUSt HAYMHAET BblAENSATb MOpAporeH 0, KOTOpbIV 3afaeT nepefHe-3aLHIo NONSPHOCTb aMOPMOHA. DTa KNeTka CTaHOBUTCS «OpraHn3aTtopoM», MapKUpYIOLWUM NepenHnii
KOHeL aMbpuroHa. Koraa ckonneHne HEMHOro YBENMYUTCS B pa3Mepe 3a CHET pocTa KNeTOK, Ha Ero NPOTMBOMOIOXHOM KOHLIE BO3HVKAET BTOPOIA «OpraHn3aTop» — KNeTka, Bblaensiolas MopgoreH 1 1 Mmapkupyiowas 3anHuii KoHew, aMbpuroHa.
Mocne 3Toro NPoUCXonuT AN epeHLMPOBKa KNeTok aMBpuoHa Ha KIeTKW NepeaHei n 3aiHe Nonycdep 1 «nosicka»; 3TOT NPOLECC YNPaBNSETCS COOTHOWEHNEM KOHLEHTpaumii MopdporeHos 0 1 1. BHelwHwve kneTku nepedHei nonycgepsl
06pasytoT MA0THbIN «aNUTENWA». KNneTkn nosicka HaurHatoT BblAENATb MOPAPOreH 2, KOTOPbIA MHTMBMPYeT feneHne KNeTok 3anHei nonycdepsl. BHewHne kneTku 3anHei nonycdepsl, [OCTATOYHO yAaneHHble 0T 3aHEro opraHmsaropa
(«B6okoBble»), MpeBpalaloTcs B KNeTkn tuna 1 1 obpasytoT NAOTHBIR aNUTENNIA, OUKCUPYS (POPMY pacTylero Yepssi. BHewWwHWe kneTku 3agHel nonycaepbl, LOCTATOYHO YAaNneHHbIE 0T Mosicka U JOCTAaTOYHO 6in3kue K 3afHEMY OpraHm3aTopy
(«xBOCTOBbIE»), AENATCS, 06ecneynBas HapacTaHne 3aHero KoHua aMbpuoHa. BHyTpeHHWe KneTku 3aaHel nonycgepsbl, LOCTATOYHO yAaneHHbIe 0T 3aAHEr0 OPraHn3aTopa 1 OT NCTOYHUKOB MOPCPOreHa 2, NPeBpaLLalnTCs B KNETKK CenT,
pasfensiowWwmnx «CerMeHTbl», U HAYNHAIOT BbIAENATb MOPCPOreH 2 (TO Xe caMbli, 4TO M KNeTku nosicka). Koraa teno yepssi AocturaeTt onpeneneHHon AnnHbl, KOHUEeHTpauns mopdooreHa 0 CTaHOBUTCS AOCTATOYHO HU3KOW, U TOraa 3aaHui
opraHu3aTtop npekpawaeT BblaeneHne MopdooreHa 1, 4To BeAeT K MpekpalleHuto pocTa aMbpuoHa U 06pa3oBaHunio NAOTHOMO ANMUTENNS Ha ero 3afHeM KoHLe. [ocne aToro Bce KNeTkU CENT OOHOKPATHO LENSTCS, B PE3yNbTaTe YEro YacTb 3THX
KNeToK MUrpmpyeTt («NpoaasnmMBaeTcs») CKBO3b aMUTENUIA U BCTyNaeT B KOHTAKT K BHELWHen cpeaon, 4To NPMBOANT K UX NPeBpaLieHunio B KNeTky Tuna 5. NocnenHne HaymHaloT BblAENsTb MOpdoreH 3 1 Aenstcsa no rpaaneHTy MopdooreHa 2,
4TO BeLeT K POCTY «KOHEYHOCTEW>», KOTOPbIA IMMUTUPYETCS KOHLEHTPaUnsmMm MopdooreHos 2 n 3.

Y moLenbHbix opraHmsmos O6Hapy)KI/IBaeTC$| PS4 BaXHbIX CBONCTB, MOXOXWX HA TO, YTO HabntogaeTcs B peanbHbIX OHTOreHe3ax.



CBOUCTBO N2 1: cTOXacTUYHOCTD.

10 «B3poOCbIX OPraHN3MoB» C OAHUM
N TEM e reHOMOM.
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MepBoe CBOMCTBO — 3TO CTOXACTUYHOCTb. ECIM He BBECTUM B FEHOM CreLmabHbIX CTabunnsnpyowWwmx MHCTPYKLWIA, TO, Kakoro 6bl 3Bepsi Mbl HY co3panu, dpeHoTun ByneT HeycTonyme. Hanpumep, AaHHbIA reHoTVN He Bcerna naet
«HOpPMasnbHOro» CEerMEHTUPOBAHHOMO YEPBS: Pa3BUTHE YACTO OCTaHABNNBAETCS HA paHHEN cTaaum.

Mo-BMAMMOMY, OHTOreHe3y pearibHbIX OPraHW3MOB TOXe Npucylla Takas CTOXacTUYHOCTb, KOTOopasi, 0HaKo, 06bIYHO HE MPOSIBASIETCSA U3-3a HaNM4KS crieumanbHbiX CTabyuaManpyowmx agantaumnii (TOMHUTE, Mbl FOBOPUAW O
NMOMEXOMCTONYNBOCT?).

Bcerpa ectb HemsbexHble (oNyKTyauun Ha YpoBHE BMOXMMUM 1 3KCMPECCUM FreHOB. AKTUBHOCTb reHa HEBO3MOXHO OTPErynpoBaTh ¢ abCoNMOTHON TOYHOCTbIO. M03TOMY ABE KNeTKM C OAUHAKOBLIMY FreHoMaMu 06si3aTenbHO Oy yT pa3nmyartbes
Mo YNUCNY MONIEKYN TEX UMM NHbIX 6eNKOB. DTO BEAET K Pas/inynsiM B MOBEAEHNMN KNETOK.

Kak npasuno, B MOOgeNn He yoaeTcqa YMEeHbWNTb CTOXaCTU4YHOCTb OHTOreHe3a, He YC/I0XKHASA reHOM, T.e. He BHOCS B HEro AOMONHUTENIbHbIX NpaBui.

BBeneHne 0ononHNTENBHOIO npasuna npu MoAeNMpoBaHUN aHanorMyHo NOSIBIEHUIO B X04€e 3BOMIOLIMN HOBOIrO 3HXaHcepa, CTaBslero akTMBHOCTb reHa — perynsaropa passuTus B 3aBUCUMOCTb OT Kakoro-To AOMo/IHUTENbHOro ¢pakTopa. Mo
MHEHWIO Beaylux cneunanncTtoB B obnactu Evo-devo, UMEHHO n3mMeHeHus PEerynaTopHbIX Y4aCTKOB K/IKOYEBbIX FTEHOB — PErynaTopos pa3snuTnusa UrpatdoT OCHOBHYHO PO/b B MOpCpOﬂOFI/I'-IeCKOVI 3BONMKOUNN XUNBOTHDbIX.

Bonee cTabuneHLIW hbeHOTHMN

{(nocne BHECEHWA B reHoOM HeCKOMNbKWUX 40NCNHUTENbHbLIX
«cTabUNM3MpyoLW KX NpaBun», OCHOBaHHLIX HA NpUHUMNe
oTpuUyaTensHoW obpaTHOW CBA3K)

Mol cTabunuampoBanu aToro YepBsika, [o6aBuB HeCKONbKo npasun. C aTUM «CTabuIM3NPOBaHHbLIM» FEHOTUMNOM Mbl MPOBENN «IE€HHO-UHXEHEPHbIE 3KCNEPUMEHTLI». CryyaiiHble MyTaummy BHOCUNIN B TEHOTWM MO OLHOW 1 CMOTPENH, Kak aTa
MyTauus oTpasuTcs Ha cheHoTune. Bbinu BoISBNEHbI cnefytowme 3aKkOHOMEPHOCTHU:

CBouncTBO Ne2: OTpulaTentHele o6paTHbIe CBA3M
{OOC) Heobxop MLl gNA cTtabunusayum oHToreHesa.
YTpata OOC BegeT K ge3opraHusayuu.

YTpara oTpHNAaTeLHLI 0BpaTHLIX CBA3El B CHCTEME PEryIBIHHE
cunresa mopdorenos 0 (A), 1 (B) u 2 (B) sener x paguxamuomy
YIPOINEHHID HIH pasynopaaedasannie (fesopranusamuu) genoruna.

Hanunuve B nporpamme pasBuTnga oTpuuatenbHbIX O6paTHbIX CBsI3elt SIBNsieTCs He0b6X0AMMbIM ycnosuem Ans popmMmposaHms CKOﬂbKO-HMéyﬂ,b COXHOro, ynopsaao4yeHHoro oeHortumna. B oHTOreHese Hawero YyepBsyKa Ha O6paTHbIX CBA34X
nocTpoeHa, Hanpumep, cUcTema BblaeneHns Knetkamm MopgoreHos. KneTtkn HaunHaoT BbIAENSATD MOPMPOreH TONbKO EC/N ero KOHUEHTpauus 4OCTaTo4HO HU3Ka, U He BblAENAT ero, eCnn OH yXe BblAensetcs B 4OCTaTOYHOM KONNYecTse
APYrmMn Knetkamun.

YTpaTa Takmx 06paTHbIX CBSA3ei NPUBOLAMUT K Kpaxy CUCTEMbl OHTOTEHe3a, T.e. K Pe3KOMY CHUXEHUIO CNOCOBHOCTM K camoopraHunsaumnn. deHoTvn nonyyaeTcs paaukanbHO YNpPOLWEeHHbIM MU pa3ynopsaaoYeHHbIM, [e30PpraHNn30BaHHbIM.
Onsa ctabunusaumm npuaHaka, HecTabunbHO BOCMPOMN3BOASWEr0Cs B OHTOreHes3e, YacTo Henb3s 060MTUCh 6e3 YCNOXHEHNS reHETUYECKON NporpamMmbl passutus, 6e3 nob6aBneHns B Hee LONONHUTENbHbBIX PEryNsTOPHbIX KOHTYPOB.
970 cornacyeTcs C MAeSMU O «TBOPYECKOW ponu» ctabunuampytowero otéopa (LmansrayseH). OT60p Ha cTabunbHOCTbL AOMXKEH BECTM K YCNOXHEHUIO NporpamMmbl passutus. To ecTb 0T60p, MPOCTO OTCENBAIOWMIA «YPOALIEB», B NEPCNEKTNBE

CFIOCO6CTByeT Pa3BUTUIO HOBbIX FEHHO-PErynsaToOpHbIX KOHTYPOB, NOBbIWAKLWNX cTabunbHOCTb BOCnpoun3seneHnsa «HopManbHOro» EDEHOTI/IFIa.

CeoicTBo Neld: SKBU(UHANBHOCTb (MOMEXOYCTOWUMBOCTR); HENonHas
neHeTpaHTHOCTE MyTaLui; cTabunulauwsa/aectabunuaaumnna. Ceoicteo Ned:
«llepcneKkTUBHbIE MOHCTPbI»

T

[po gEmeHA MO X0y CTORYHE OCTH OHTOT EHESA I HENOMHO A IeHeTPaHTHOCTH MY TAITIH. A — fopnoipoEaHie
TYIIOEHINA C CE[TAMH H KOHEHHOC TAMH IIH S ETH} EXKPATHOM VECIIHeHHH T 010EEL B-I7 — BapHasTH deH0THIA TP
fones paHHeR HEMITHAITNE 2aHEr0 opragusaTopa (2amesa 0.08 sa 0.2 B npasune 1.3); Hopobpasopams 1 —
MIERET 0P OTHA HE KIETOK THIA | ME¥OY TOM0ECH H TYIOBHILEM, 2 — JONONMHHTENEHAA ([IATAL) CEMTa H2 KIIETOK THIA
4, 3 — penyrImMA Depensel YacTH TOJI0BE, [ — HOPMANEHOE PAsBHTHE PH MYTAHTHOM reHoMe, JI-E — BapraHTE
HEHOTHIIA INH MY TAlMH, MEHANIIER THI KIETOK «I0AcKa» ¢ 2 Ha 4. J] — HeneHeHHEIR §eHOTHI (KOHETHOCTH Ha
romoee), E — feHoTHI, MANO 0 TIIISAROIHACA 0T HOpPMATEHOT O .

9T HenzbeXHo BO3HMKatLWwme oTpuuatenbHble OﬁpaTHbIe CBA3M K cneunanbHble CTaéVIHI/I3I/IpleLIJ,VIe MEeXaHM3Mbl NPUAAIOT OHTOreHe3y NOMEXOYCTONYMBOCTb (I/IJ'II/I 3KBUPUHANBHOCTb — T.€. 0AUHAKOBbIA KOHEYHbIA pe3ynbTaT npu pasHbixX
HapyuweHnsax B Xxone pa3BI/ITI/IF|). OOC nossonsoT OHTOreHe3y KOMMeHCUpoBaTb pa3Hble HenpeasnaeHHbIe NMoOMexXu N NpuxXoanTb, HEB3MpPasa Ha HUX, K 6onee unn MeHee «HOpManbHOMY» UTOrOBOMY (peHoTuMy. ‘DOKYC TYyT, NO-BNONMOMY, B TOM,
YTO PErynaTopHbI KOHTYP, Pa3BUBLIMIACS ANS KOMMAEHCaUMM Kaknx-TO MOMEX, BO3HUKAIOWMX MO HEKOTOPON OOHOWN NPUYNHE, 6y,ueT C TeM Xe ycnexoM KoMneHcnpoBaTb Takue Xe nomexun, so3Hunkarouwme no nobbiM APYyruMm npnymnHam. B ToMm
yncne — no npunynHam, KotTopble He 6blnn U3HaYaNbHO npeanycMoTpeHbl NporpamMMncTom (Hy NN eCTeCTBEeHHbIM 0T60pOM).

Ha aTom cnaiifie nokasaHbl HEKOTOpPblE MPUMEPBI. A — PE3KO U3MEHEHBI PaHHKe CTaAumn PasBUTHS, HO TENO C CErMEHTaMM U NpuaaTkamm Bce paBHO CPOPMMPOBANOCh. 34eCkb ObiN0 yBENNYEHO YNCNO OENEHUI HA PAHHUX CTAOMSX Pa3BUTUS, YTO
HenocpeaCcTBEHHO NMPUBOANT K YBENMYEHMIO rON0BbI. [oNyYeHHbIN pe3ynbTaT MOXHO TakXe paccMatpuBaTth Kak npossieHne 1) «nneoTponHOCTUN» (MHOXECTBEHHOCTY 30 DEKTOB) FrEHOB — PEryNnAaTOpPOB PassMTNS: 0gHa MyTaums NpuBoanT
OOHOBPEMEHHO Y K YBEMYEHWIO FONOBbI, U COKPALLEHMNIO YNCNa CErMEHTOB TYNOBULLA; 2) «MOPGOreHeTUYECKNX KOPPENSLMA»: yBENMYEHNE rON0Bbl aBTOMATUYECKM NPUMBOANT K ONMroMepu3aumnm Tynoeuwa. To ecTb co30aeTcs BneyaTneHme,
4TO Pa3BUBAIOLMIACS MOAENbHBIN OpraHnam BeneT cebst kak HeuTo uenoe (Tpyabl V.W.IUManbraysexa).

MHorve MyTaumy okasblBaloT KOMMNEKCHOE BAUSIHME Ha dpeHoTun. MNo-BuanMoMy, NNenoTponHOCTb HeM36eXHO BbiTeKaeT 13 TOro 06CTOATENLCTBA, YTO KNETKM aMBpMoHa BASIOT APYr Ha Apyra v oblwatoTcs Npu NoMoLLy XMMUYECKUX CUTHAMOB.
MoaToMy noBeneHve KNETOK OKa3blBAETCS B3aMOCBSA3aHHbIM, @ BECb OpraHnam BefeT cebst B onpeaeneHHOM CMbICe Kak efuHoe Lenoe. [nehoTpornHOCTb reHOB — PerynsiTopoB OHTOreHes3a — 370 OAVH U3 BaXXHEWWMX 3IMNMPUYECKMX BbIBOLOB
COBPEMEHHOI 3BONIOLMOHHON 6ronorum passutus (Carroll, 2008). MnerioTPoONHOCTL CBS3aHa U C TeM 06CTOSTENbCTBOM, YTO MMEOWMECS MOPAIOTrEHbI SIBASIOTCA O4YEHb YA0BHLIMY «3aroToBKamu» Ans (hOPMMPOBAHNS HOBbIX 3NIEMEHTOB FEHHO-
perynatopHbix ceteit. [ns Toro, 4Tobbl CO30aTh HOBYIO YNOPSAOYEHHYIO CTPYKTYPY (HanpuMep, AONONHUTENbHYIO Napy KOHEYHOCTER UNK NATHO Ha KPbINE), Kak B peasbHO 9BONOLMM, Tak U B MOAENM, NPOLUE HE CO3AaBaTh «C HyNs» HOBble
rEHHO-PEryNSATOPHBIE KOHTYPbI, @ «MPUCTPOUTL» NPOrpaMMy hOPMUPOBaHUS HOBOI CTPYKTYPbI K yXe uMetowmnmes KoHTypam. OTtciona HemsbexHo cnepyeT nnenoTpornHoCTb.

B, B — aT0 cheHoTUNMYECKMNE PE3YNbTaThl OAHOM U TOM Xe MyTauuu. B nepBbix ABYX Cnyyasx oHa NpyBENa K NOSIBNEHNIO MHTEPECHbIX HOBLIECTB. [osiBunack centa HOBOro Tvna MexAay rofloBoi 1 TYNOBULWEM, NOSBUACS OAWH
LLONOJHUTENbBHbI CErMEHT, 1 PELyLMPOBANCs OAUH U3 CEKTOPOB rO/0Bbl. TO €CTb HEKOTOPbIE MyTaLMW NPUBOAST K NOSBNEHWNIO MOPKPONOrMYECKMX HOBLIECTB, MPUYEM CTEMEHb CNOXHOCTU 1 YNOPSLOYEHHOCTN (DEHOTMMNA NPU 3TOM He
CHMXXaeTCs UNn faxe yBenuymBaeTcs.

Ho B TPeTbeM cniy4ae nNpu Takom Xe reHome pasBuicd BnojsiHe HOpMaﬂbeIVI gpeHoTMN. o710 npumep I'IOMeXOyCTOIZ‘-WIBOCTI/I W, 4TO TO Xe caMoe, HEMOJHOW NEeHeTPaHTHOCTH, HenonHom nposBNAEeMOCTH MyTaLlVII7I. MyTaLI.VIH MOXeT NPOosABUTbCA B
gpeHoTUne, a MOXET U HE NMPOSABUTbLCS. nO-BVI,D,I/IMOMy, yeM 6onblie oTpuuaTenbHbIX 06paTHbIX CcBSA3en n CTa6VIJ'IVI3I/IpyIOLIJ,I/IX MexXaHW3MOB, TEM Bbille BEPOATHOCTb, 4TO cnyanHaﬂ MyTauus He NPosSBUTCA B PEHOTUMNE NN NPOSABUTCS cnabo.

O-E: ato npyras mytauus. B ogHOM crnyyae nosiBuiacs HOBbI NPU3HaK — NPUAATKW Ha FO/I0Be, B APYIOM — MOAYYWNCS HOPManbHbIi dheHoTun. ST0 ABa BapuaHTa pa3BuTUs NPy OOHOM U TOM Xe reHoMe. OnsiTb Mbl BUOUM HEMOMHYO
MEeHeTPaHTHOCTb HOBOMO NPK3HAKa, BO3HWKILErO B Pe3yNbTate MyTauuu.

971 Xe NpyUMepbl NOKa3bIBaOT, YTO MyTaLWU MOTYT NPUBOANTL K fecTabnnmaaumm oHToreHesa. /lcxoaHblil BapuaHT reHoMa HYKorLa He NpUBOAWA K NpuaaTkam Ha ronose. MyTaums MoXeT AecTabunmanpoBaTtb OHTOreHe3 Takum o6pasom, YTo
VHor a Bce ByneT HopManbHo, a Horaa 6yayT BepacTaTb NPUAATKW Ha ro/oBe. [osiBneHve MyTauuy ¢ HEMOMHON NEHETPAHTHOCTBIO U AecTabynm3aumnst OHTroreHesa — 3T0 OAHO U TO Xe. bbin 0anH cTaHAapTHBIA heHOTMN — Nponsowna
MyTaLusi — MOMY4YUNOCh HECKONbKO BApMaHTOB (DEHOTWMA, OUH U3 KOTOPbIX COOTBETCTBYET CTapOVi HOPME, a APYrve NpeacTaBnsioT coboi pasHble OTKNOHEHUS (MOpdo03bl). B pesynbTate MyTauuy HOBbI NPU3HAK MOXET BO3HUKHYTb B BUIE
penkoi aHomanuu. Mocnenytowye MyTaumy MOryT STOT HOBbIV MPW3HAK CTabUNN3NPoBaTh.

HenonHas NEeHeTPaHTHOCTb HOBbIX NPU3HAKOB, B CO4ETaHNN C COXpaHeHneMm I'Ipe)KHeI7I «HOPMbI» B Ka4eCTBe 04HOro U3 BapmaHTOB pa3BUTNA, NOBbIWAET 3BONIOLUMOHHYIO N1aCTUYHOCTb OHTOreHeaa. 970 CBOWCTBO Oenaet MyTauumm bonee
«be30nacHbIMU». Penkas aHomanns MoXeT okasaTbCs Bpe,D,HOI7I B OOHUX yCNoBusx, HO nonesHom B apyrux, n troroa OT60p noaonepXuT Mytauuu, noBbllarowme 4acToTy peanmsaunmn [AaHHOM aHOManuu, n oHa B UTore ctaHet <<HOpMOI7I>>.

nO-BM,ﬂMMOMy, Hannyne B «reHeTUYecKon nporpamMmme pasBuTms» O6paTHbIX cBA3en n CTaGVIJ'IVI3VIpy}OLLI,VIX MexaHW3MOB NMpuaaeT en CBOMCTBO, KOTOPOE KOMMbIOTEPLLNKN HEGPOPMASIbHO Ha3blBAIOT «YMOM»: «yMHas» nporpamMmma cnocobHa
CrnpaBnTbCA C pa3HbIMX HEWTATHbIMU CUTYaUNaMK, B TOM YUCNEe naXe TakKuMKn, KoTopble He 6b1n npenycMoTpeHbl NporpamMMnUCTOM.

CpoiicTBo Ne 5: « Kpeogkl», KaHANW3MPOBAHHOCTh
oHTOreHesa

%E

‘f:,

* L
a3
PasHple My TATIH MPHEONAT K NOZEICHHIO0 IPHIHAKA «KOHESHOCTH HA TOIOEE . A — MyTALIHA,
MEHARIAT THII KNeTok NepegHel nomychepel ¢ 1 Ha 3; B - wyTamas, MEHAIAA THIT KNETOK IepefHeER
nosrychepr ¢ 1 HA 4, B — pyTAaIMA, MEHANIAA THI KIETOK M0ACKA ¢ 2 Ha 3, [ — MyTalma, MeHA0ImEA L
THII EJIETOK I0ACKA © 2 Ha 9; J] — MyTaIma, YMEeHEIAHIAA BIEOE VPOECHE CeKpeHE MopdoreHa 2
KNETKANMHE noAcka, E — wyranmd, ocnabiaonias HHruhupyromnies fefc TENe MopdoreHa Ha 2 Ha
[P EEpAIT[EHHE KNETOK THIA 3 B KJIETHH THIA 4.

OfLHO 1 TO X€e MOPGIO/IOrNYECKOe N3MEeHEHNE MOXET BbiTb BbI3BAHO MHOTUMM pasHbiMu MyTauusamy. OAnH U3 NPYMEPOB Y HaLWEro YepBska — 3TO MOSIB/IeHNe HOT Ha rofiose. Mbl HaWNKM 7 pasHbIX MyTauui, NPUBOASALLNX K MOSIBNIEHNIO 3TOr0
npu3Haka. B peaynbTtate Mopdonormyeckoe pasHoobpasue, NopoxaaemMoe MyTaumsiMi, OKasbliBaeTCs B LiNIOM ropasao MeHblue, YeM pasHooBpasune caMmmx MyTaumii. VIHbIMU CloBaMu, B MSMEHEHMSIX (DEHOTUMNA 0Ka3biBaeTCs HAMHOMO MeHblue
cTeneHel cBo60abl, YEM B MBMEHEHWSIX FeHOoTMNAa. DTO NO3BOJISIeT rOBOPUTb O «KaHaNU3MPOBAHHOCTU» 3BOJIOLMOHHbLIX NPeobpasoBaHuii OHTOreHesa, O HaMyMn B HEM OrPaHNYEHHOr0 YMCNa CKPbITbIX anbTepHATUBHLIX MyTeil, Uin KpeomdoB. To
€CTb B OHTOreHe3e Halmnx MOLENbHbIX 3BEPEN Mbl BUAMM TO Xe, 4TO YOAAMHITOH U1 LiManbray3eH yBuoenu B OHTOreHe3e peasbHbIX XUBOTHbIX.

OcHOBHbIE 3aKOHOMEPHOCTH, OﬁLIJ,VIE AnA
MOoAElIbHbBIX U pPealribHbIX OHTONeHE30B.

* HeobxogMMOCTE CTABMNUIVPYIOLLMX MEeXaHW3MOB W
oTpyvlaTensHe X oBpaTHBIX CBA3EH

* [NoMexoyCcTOWYMBOCTL (3IKBUPWMHANEHOCTL) OHTOreHes3a

» BosmoxHoCcTL gectabunusayun oHToreHesa (B TOM
yucne B pesynetare MyTaluid)

« HenonHas NEeHeTPAaHTHOCTE MHOTKX MYT&L[MFI

» BhiCOKas BEPOATHOCTL NOABMNEHWA HOBLIX
€« MHTEPECHBIX» NPU3HAKOB {NEPCNEeKTUBHLIE MOHCTPLI)

» [losABNeHWe HOBLIX NPU3HAKoB B BUAE pefKkux aHoOManui
(c BO3MOXHOCTRIO Nocnegyoweid ctabunusayumn)

» OrpaHW4eHHOCTE BO3MOMXHEIX MyTe 3BOMIOLWOHHOIo
M3MEHEHWA OHTOréHesa, KaHaln3npoBaHHOCTE, Kpeodbl

» [NedoTpONHOCTL FEHOB — PErYNATOPOB Pa3BUTKUA

« «MopdoreHeTUMECKWe KoppensiLW1e, « OPraHWam Kak
Lienoe»

MTak, MHOrme cBOCTBa OHTOreHe3a MoLeNbHbIX OpraHn3MoB XapakKTepHbl U 014 OHTOreHe3a pealbHbIX XUBOTHbIX. Ha cnaiine nepeYncneHbl Takme CBOMCTBA. 9710 nossonset npegnonaraTb, 4TO 3aN0XEHHbIA B MporpamMmy 6a30Bblit npunHUmMn
MOXeT BblTb AOCTATOYHbIM 06 bSICHEHNEM 3TVX CBOMCTB.

o107 npuHUMN, HanoMHK, COCTOUT B TOM, 4YTO B XO04e OHTOreHeaa caM0c6opKa ynopsano4YeHHbIX CTPYKTYP nponcxoanTt 6naro,|1ap;| cornacosaHHOMy rnoeeneHuMto nHomeuayanbHbIX KNeTok, n3Ha4yasibHO «3anporpamMmMnpoBaHHbIX» O04NHAKOBbIM
o6pa30M, npu4eM B NOBEOEHUMN STUX KNETOK NPUCYTCTBYET HEYCTPAHUMbIA 3NIEMEHT CNy4anHOCTW.

JOMNONHEHWME: deMoHCTpauns HEKOTOPbLIX APYrnX MyTaHTOB



Type 3 (mesenchimal) cells mutations.
1: Turning type 3 to type 1 at different
concentrations of hormone 1

Homeotic mutations: Early embryogenesis
1. Anterior hemisphere cell type (instead of type 1)

If type 3 cells turn to
type 1 (epithelial) at
lower concentrations
of hormaone 1 (0.09
instead of 0.18), the
abdomen becomes
thicker.

025 instead of 018

If type 3 cells turn to
type 1 (epithelial) at
higher concentrations
of hormaone 1 (021
instead of 0.18), the
abdomen becomes
thinner.

type 4

variahle

Type 5 (limb) cells mutations HYDRA

2. Both limitations on limb growth reduced simultaneously
(dependance of limb growth on hormones 6 & 2)

if {cellType==0) ! STEM CELLS {
if (sensoReaction[lj==0 && senzarReaction[2]==0) {Spawniherever;
if iEnvironmentalAccess==0% [secretlevel[0]=0.3; Spillid); radius=1.1;} 1}
if (sensorReaction[0]=0.05 && secrettingMow([0]==falze && EnvironmentalAccess=0) {SpavwnGradient(0 false);}
if (sensorReaction[0]=0 && sensorReaction[0]=0.05 && EnvironmentalAccess=0) {cellType=1;}
if izensorReaction[2]=00 fcallType=211
if {cellType==1) ! PRIMARY BLASTODERM {
if fradius!=1.1) {radius=1.1;}
if (sensorReaction[0]=0.04 && sensoReaction[1]==0) {Spill{1};}
10, if {sensorReaction[1]=0 && sensorReaction[1]=0.017 && sensorReaction[2]==0 && sensorReaction[3==0)
11. {secretlevel[2]=0.3; Spill(2);}
12, if{sensorReaction[2]=0 && sensarReaction[1]=0) {holdingP osition=true;}
13, if{sensorReaction[3]=0 && sensarReaction[1]=0) {holdingP osition=true;}
14, if (sensorReaction[2]=0.08) {holdingFosition=false; MoveGradient(1 true true, 2™sensorReaction[2]);}
14, if (secrettingMow(?] && sensorReaction[1]=0.08) {DeSpill(2); Spill{3);}
16, if (sensorReaction[lj==0 && senzarReaction[1]=0.03 && sensarReaction[3]=0 && sensarReaction[3]=0.02)
17. {cellType=3; secretlevel[4]=0.2;} }
18. if {cellType==2)  MESENCHYME |
19, if (secrettingMow[0]) {DeSpill{0); radius=1;}
20, if {sensorReaction[2]=0.08) {MoveGradient(] true true 20FsensorReaction[2]);}
21, if (Erwironmentaldccess=0.1 && sensoReaction[2]=0.08) {cellType=11}
22. if{cellType==3) NTENTACLES |
23 if{radius!=0.5) {radius=0.9;}
24 if (EnvironmentalAccess=0.3 && sensorReaction[1]=0.007 45 && sensorReaction[1]=0.024)
24, {holdingPosition=false; SpawnGradienti1 true);}
if (cellType==6) 26, If (EnvironmentalAccess=0.3) {holdingPosition=true;} }

{if (sersorReaction[f}=0 2
I SpillEy;
huolding Position=tnue;
if FensorReadtion [2]=0.02)
{SpawnGradient(2 false, 1070;}
H

i

CnyyanHas N\BMeHYUMBOCTb rMapbI

O ONGD ;AW

FOR gttt g g

Bahbytd

Y¥AANEHWE OPEHMYMBIHILLERD
ENMAHKMA MOpgoreHa 0 Ha
LEneHKuE aMBpMoHaNEHEX
CTEONOERL KNETOK KOANANE.

2ameHa 005 HaO003 e cTpore S (eewecTeo 0 CHAEHE S WHMH WM pyeT
NPeEpallEHHE CTEQADER KTETOR E KNeTEH 60acTo me pME) NpHEDS 8HT K
KOMINENCH Oy M3MEHEHA 0 e HOTHNA: 23 aepxkd dopMMpoEaHHA
GnacTonepMe, TeNo KPYNHEE, FACTPANEH3A NonooTe rovixe, wynanewy,
HamHar Bonbwe, WyNankLa pasHod ANHHE H E LEAOM KOpoye,
HEKOTOPHE WyNankLyd pacTyT erAye racTpansHod NanacTH,

MexomHo npeepawerke kneTok THNa 1
(GNacTofepMa)l B KNETHH THNA 3 (WyNank Lgek )
OTPAHHUYHEISTCA E2WECTEAMH 1 W3, EcnW vipaTe
FAEHCHMOCTE 0T EewecTEd 1 [ whp aTe yenoEHe
sanzorReaction[1]<0.02 mz cTpoku 16 W
sanzorReaction[1]<0.025 1z cTporm 249, To wynaneua
EHPACTANT He TONEKD Mo KpaaM GnacTonapa, HO W HA
Gokax W nopowee. MHOrA3 i &HOTH NoYTH
HOPMAnNEHEF, 53 HGKMKY SHHEM HEC KoMk K3
BOMONHMTENEHER Wy anel HA Mo A0 WEE.

MexomHo npeepawerke kneTok THRa 1
(GNacTofepMa)l B KNeTHH THNA 3 (Wynank Ugewe)
OTPAHHUYHEISTCA E2WEcTEAMH 1 W3, Eonn vBpame
FAEHCHMOCTE 0T EewecTed 1 [ vBpaTe venoeHe
sanzorReaction[1]<0.02 wecTpokk G
sanzorReaction[1]<0.025 vz cTpord 24), To wynaneua
EHPACTANT He TONELD M0 KpadM GR3cTonopa, HO M HA
Gokax W nopowee. MHOraa deHoTH NoyTH
HOPMAnNEHEF, 53 HGKMKYEHH 8N HEC KON KX
AOMONHMTENEHER Wy an el H3 NoADWES.

MHoraa fies Bcard: MyTauMH EOSHHEIET
OueHE peaxki «cbods oHToreHesa. Kneria,
EHAenatwas moporer 0, moxeTt
0K3ZaTEGA He B LeHTPe Aendlercd Macck
KMETOK, 3 HA KPAK: KTETEH He OKpy# T 28,
3 oTonkawT: nepea cobol. B aTom ciyyae
NoEa A0 HOPMANEHD EXNKIY3ETEA B WECTED
1, AEOT ERWECTED 2 HAUKMHAET
CHHTEZHPOETECA «HA GoKye, pesko
JcHMMeTpHYHG, Mocne poe Bonee-meHee
KOMMEHC HPYETEA, Kpome

JcHMMETPHUHOCTH, Ml nonyyaeTea pesko
nepekoWeHHad THApPA. MoxHo cTalMAMEMpOEaTE Ty aHomanui, A0Baede Nnocne cTpokk 3

AonoAHMTENEH0E npaenno: if (zecretingMow[0] &8 Environmenta b coess==0)
Ihd ovedtroe troe 27}

W Torpa nonyuaem cTabMnbHO 3cHMMETPMYHYID MAPY GO WM anELa M1
ToNkKa HA 0AHOH cTopoHe! BTopaa cTOpOHa 0KasHEARTCA pesko
peAyUMpOEaHa W fies wynaney. «CTapaa HOpMas TeNeps CTAHOEMTCA peaxaH
aHomannew!

CooTEETCTEEHHD, YAANEHHE STOM HOEOMD NP3EMIA NPHEEALT K
AecTalMNMEaUMK, M TaKaa KpME3A MAPA Gy AeT BEOSHMKATE TeNepe TONE KD KaK

FomeosMcHaa MyTauKMa — zameda 1 Ha 3 e cTpore 21 —
NPHEDAHT K HOBOMY () eHOTHIHYECK MY NPHSHANY —
wWAPHKH» H3 EHYTREHHEH NOE2PXHOCTH FacTp aNeH o
NONOCTH M NOAOWES.

pEeAKas AHOManMa. 3To npHMep cTalMNMzaLMK- AecTaBMInzanMM W HENONHO W YEenWueHKE cekpeupK eewecTed O (secretlevel D]1=0.5
neHeTpaHTHoCTH! (B AAHHOM CAYNAe HENOMHOW NeHeTpATHOCTE K Byaer emecto secretl ewel[0F02 6 cTpoke 3) kepeT X
0finapaTe GEeHOTHN aCMMMETEHYHAA THAP3: NPM MYTALMK — WAANEHKH STOT0 VEEMHYEHHI TENA M PE3KOR AcHMMETPHK.

HOEOMD, TONEKD 4TO Aofl3eneHHoro npaswna.).

16-e 3aHsTVE: [TUCbMEHHas KOHTPONbHas paboTa. 17-e 3aHATUE: pa3bop Scce U KOHTPOTbHOIA.

npeabloywwii pasgen  Cnefyolwmii pasgen  ornaeneHue

PeknaMHbie ccbisiku


http://www.evolbiol.ru/nes04.htm
http://www.evolbiol.ru/nes06.htm
http://www.evolbiol.ru/nes01.htm
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