MOAENbHbIM MNPUMEPOM BO3HUKHOBEHUA U 3BONIOLUA
OHTOINeHE3A ABNAETCA BOSHUKHOBEHUE XKU3HEHHOIO LUIUKIIA
N OHTONEHE3A METAZOA

Bce Metazoa nmeroT meTa3oMHbIU MUTO3 (BCero ogHa LieHTpocoma).
JTO AOKa3biBaeT eAMHCTBO npoucxoxaeHusa Metazoa ot
NPUMUTUBHbLIX Protozoa ¢ MeTa3oMHbLIM MUTO30M U AAET KN K
MOHMMaHMIO NPUYMH 3Bontouun. OCHOBHOU MOTUB 3BOJIOLIUU —
YBEJTUMEHUE PASMEPA OCOBW. Y npumntuBHbLIX Protozoa ecTb
BCero ABa NyTU yBenn4yeHus pa3mepa ocoben, oba cBAzaHHbIe C
nonumepusauuen. OamMH N3 HUX — NONIMMepU3aLnsa BHYTPUKITETOUYHbIX
opraHenn (3Bonouunsa Bbiclwnx Protozoa), a Tem opraHusmam, y
KOTOPbIX B KreTKe TaK U 0OCTaeTcs OAUH MUTOTUYECKUN LIeHTp,
OCTaeTCs NONMMMEepPMU30BaTLCA 3a CYHET YBeNIMYEeHUSA YNCIa KNeToK

BO3HUKHOBEHWE METAZOA — 3TO BO3HUKHOBEHUE
HOBOI0 MEXAHU3MA CAMOBOCMPOWU3BEOEHUSA: EIO CYTb
— BbIHY)XXOEHUE OTKA3A COMATUYECKUX KNETOK OT
COBCTBEHHOIO BOCMNPOU3BEAEHUSA (BO3HUKHOBEHUE
COLMANBbHOCTH)



lNMpocTenwnm oHToreHe3 Ha KNeToO4YHOM YPOBHE — Mema30UHbIU KJ1emMOYHbIU
yukrn. OH BKNno4vaeT B ceds1 MopcoreHeTUHECKUN LUKIT — YepeaoBaHMe noTepu
N BO30OHOBJIEHUSA KNeTo4YHoM nonsipHocTu (AP pasnuunn) B Kaxaou govYepHeun
KJfleTKe He3aBUCUMO OT MONIAPHOCTU MAaTEPUHCKON KNETKU

¢aze

MwuTto3 (MopcoreHes)

OaHa 13 go4YepHUX KNEeTokK 6rike K MaTepPUHCKOM KreTKe, Tak Kak B
Hen HaxoauTCA UCXOAHbIN (MAaTePUHCKMN) MUTOTUYECKUUN LIEHTP



NepBoe aeneHne Apob6neHns AML MOPCKOro exa: MmopdoreHeTu4eckum
LIUKN pOoCTa-COKpaLLeHUs1 KOHTAaKTHOM 30HblI




Lnknunyeckumn anroputm YyepeaoBaHus NonsipHou n ounonspHon opmbli
KJIeTKM OCTaeTCsA HEM3MEHHbLIM Npu Bcex MmoanmnKaumax KrneTouyHoro umkKna
(Hanpumep, npu BbinageHnn G717 unm G2 asbl)

JBonoumua oHToreHesa Protozoa cBsfizaHa C nonumMmepusaumeu
CyOKneTo4YHbIX opraHenn (3Heprua) M nepexonom K KrnoHaribHOMY
camoBoOCnpou3BeaeHUIo

Mpv npoTo30MHOM
MUTO3€e BCE MOTOMKMU
OAHHOWN KIeTKU
umerot obwyro AP
NONAPHOCTb, €AUHYIO
ANA BCero KrnoHa
AOYEepPHUX KNEeTOK

°s
J é/}
© =
O

"Q . (BCe KneTkn «NNbIBYT
B OOHY U Ty Xe
“MeTa30MHbIiIl” MUTO3, “IIpoT030MHBINA” MUTO3, CTOPOHY»)
“ogHomMepHasi” cucTeMa “MHOroMepHasi” cucremMa
CaMOBOCIIPOU3Be/IeHH, CaMOBOCIIPOM3Be/IeHUs,
oceBasi OpraHu3anvs A04YepHUX @ 0CEBasi OpraHusanus 109€pHUX
KJIeTOK opMupyercs KJIETOK 3aMMCTBYeTCH Yy

de novo MAaTEePHHCKOM KJIeTKH



UHdy3opum (Tetrahymena) — BepLumHa aBonoumm oHTOreHesa
noriumepHbix Protozoa. PeCHMYKU cTaHOBATCSA MOpdhoreHeTUYeCKUMU
aHanoramu knetok Metazoa, MUTO3 — CNOXHbIM MopcoreHe3om, a
Moaundmnkauum cpeHoTUNa KIMOHUPYKOTCA TakK Xe, Kak U cam peHOTUN

A 1




BapuaHTtbl (MHAUBMAYarnbHas U3AMEHYMBOCTbL) YepeaoBaHUA ha3 XXN3HEHHOro
LUKIa pakOBUHHbIX ameb Foraminifera: * - nannHtomus, ** - meno3s, *** - pocTt

YepegoBaHue MOHOTOMMUU U Rk rameTh;

Paccenel-lml \/”ﬂ Q Vs ***, =

§/ ;/
YepengoBaHue MOHOTOMMUM U
WHLUUCTUPOBAHUA

CTpenku — Toukun oudypkaummn uukna

POCT MHOIrOSiiIEPHOU PAKOBUHHOM
AMEBbI



OOPMUPOBAHUE ' KU3HEHHOI'O HUKJIA METAZOA

ZAKNBOTHBIE
BOCIIPOH3BeEIEHHE
1 BOCIPOH3BEAeHHE (2n) 11
- (2n) MaKPpO300H/1

CHHTOMMUSA

| raMeTbl (n) |
B = ramMmeTsl (n)
» o0pa3oBaHue 0coOH I SARCODINA KoImyJ/Jis s
< o0pa3oBaHue rameTt

11 PROPTEROSPONGIA



HE3ABACUMMOCTb 3BONMOUNN OT ®PUJTONEHES3A

Y pacteHUU 1 coumaribHbIX amed MHOroKNeTO4YHOCTb BO3HMKAET MHa4e, YeM Y
XXUBOTHbIX, HO OOLLUEeN YepToMn ABJIAETCHA COLUaribHOCTb NOBeAEHUSA KIeToK
(oTka3 chm3nonornyeckn akTUBHOM YacTU KIeTOK OT pa3MHOXEHURA)

apodiaenne KOJIOHUU

NAJTHHTOMHYECKAsI
osacTyJia

BOCIIPOU3BC/ACHUC

|

B3pocJible

SV,

. .
-------

IJIA3MOIU M

I VOLVOX cTedeIb

110JI0BO€ — st 11 DYCTIOSTELIUM  CMOpHI
NOKOJICHHUEC




B ocHoBe mopcoreHesa — (+) oOpaTHaa cBA3b MexAay
UCTOLLEHMNEM KITeTKU U CKOPOCTbLIO ee ABUXEeHNA BBepX Nno
rpagveHTy KNeTo4yHoM NIIOTHOCTHU

* - KJIETKHU B
aBTOKO0J1€0aTe/JILHOM
pe:KuMe ceKpemuu
AM® (IJIMKOreH MOYTH
BeCh U3PAaCX0J10BaH)

*¥% - KIIETKM B 2KAyLIEeM
pe:KuMe ceKpemuu
AM® (IJIMKOreH emle
eCTh)

*%% - KJIETKM B peKuMe
CJIA00HM MOCTOSTHHOH
cekpeuauu AM®D (MHOroO
IJINKOTreHA)




Arperaumsi — npsAMOM OTBET KNeToK Ha roriogaHue 6es3 yyactus
cneumanbHbIX «MOpdOoreHeTUYECKMX CUrHANoOB»

H 1 H II H 111

C C C
| — nocTtosiHHaA u cnabas cekpeunsa UAMO, Il -
pexxum aBToKoneb6aHun, lll — yracaHme cekpeuumn.
C — apeHunaTuyuknasa (aktuarop), H — rnroko3sa
(vHrnbuTop). AkTBaTOp OOpasyeTcsi C
@ @ noMoLLblo aBToKaTanusa (LAM® —

TPAHCKPUMNUUOHHBbIN hakTop), npoussBoauT
H WHIMOUTOP (aKTMBUpYeTCA pacnajg rmmKoreHa c
C (WAM®) — akTuBaTop, H obpa3oBaHMEM rf0KO3bl), UHTMOUTOP
nopaBrisfieT aBTOKaTanus aktuparopa (NpoAyKTbl
pacnaga rmmKkoreHa MUHrMOUpPYHT aKTUBHOCTb
ageHunaTumknasbil)

(rmoko3a) - UHrMbuTop



U3MeHuYnBbLI YMCIIO N pa3mMep arperatoB, U COOTHOLUEHUE NPecnopoBoOUn U
npectebneBoun Yactu. OT60p B Nonb3y 6onee AfIMHHOIoO cTedns
adpdekTnBeH!




BO3HUKHOBEHUWE OHTOINEHE3A (XKU3SHEHHOI'O LIKKITIA) METAZOA

A — ncxogHoe yepegoaHue nanmHtomuyeckoro (N) n MmoHotommnyeckoro (N+17)
nokoneHun Protozoa: 1 — nanuHTOMUA, 2 — pOCT, 3 — o6pa3oBaHue, 4 — COPOC XKryTUKa;
B — o6beanHeHue UMKIIOB C HEYCTOMYMBOWN TOYKON NepeKrovyeHus (3sesagoyka); C —
OHTOreHe3 Metazoa. [lBa NOKOSIeHUSA XXIYTUKOBbIX KJIETOK B O4HOM OpraHu3me
(>KryTukoBble KNneTKu 6rnacTynbl U XXFyTUKOBbIE KITeTKU 3HTOAEpPMbl, Y ryboK -
XOaHoUUTbI), racTpynauma ~ metamopdgos

nanuHTOMMUA \"L d y-\ Apobnenue \4\5.{\" racTpynsauus

'
c6poc ' obpasoBaHue >\
KryTuKa A KryTuKa

rameTtoreHes C

+
SN
EEN

opraHoreHes

(pacceneHue)

OCHOBA METAMOP®O03A — MUTENTMATIbHO ME3EHXUMATIbHbIA LIUKI (EMC)



3BOJTIOLIMOHHAA YCTONYNBOCTb OHTONEHE3A METAZOA: namsTh 06
3BOJTIOLMOHHOM MPOUCXOXAEHNU COXPaHsAeTCA, HeCMOTPSA Ha AUBepPreHUuto

XENOPUS ~ DROSOPHILA
a Fertilized egg | -
[1BOMHaa cTpesrika — MOHOTOMMS, '( .: )
» My, oAMHapHasd cTperka - nafiMuHToMus
G2 o G1
s ¥ l

AmMmdpunbun n BbicLLME HACEKOMbIE —
KpanHe yaaneHHble rpynnbl ¢
COBEepLUEHHO pa3fIM4HOM
Mopdponornen n ouonoruen

3MOpMOHaNbLHOro pa3BUTUSA. 3
YepenoBaHne MOHOTOMUM U

b Two-cell stage

M
)
S

¢ Mid-blastula stage

nanuHToMmunmn (MmutosoB ¢ G1 u 6e3
G1 ¢ha3bl) — ux obwasn yepTa B

" {, M%, 1 namaTb 00 3BOMIOLUOHHOM OO(:ucnooood\\}
g NPOUCXOXAEHNUN MHOIFOKNEeTO4YHOCTU e o g8

Pole cells

MamMATb 0 NPOUCXOXKAEHUUN HEeNb3s1 CYUTATb NPOCTO reHeTUYEeCKOM
NamMATbIO, TaK reHbl (UMKNUHbBI), NepeknoYyaowme dasbl
KIIeTOYHOro uuKria, 4eMCTBYIOT U B XXM3HEHHbIX LUuKnax Protozoa



OHTOrINEHES, B OTIIMYUE OT MOP®OIEHE3A, MOXET BbITb (UJTA
HE BbiTb) MPEAMETOM OTBOPA

ER

CBeTnas 3anuBKa — bnacrogepma,
TeMHas 3anumBkKa (bonee nnoTHoe
pacnonoxeHune KrneTok) —

3apoabliweBoe KonbLo (ER) un A
3apoablweBbiv WUTOK (ES). A—C —
HOpManbHasa nocrneaoBaTeNbHOCTb ER
cTagun pa3BuTuA: cyabba obnacTtm

3aBUCUT OT ee pa3BUTUA Ha
npeabIAyLWKUX cTagmax

B OHTOIEHE3E nto6as o6nactb ¢ NOBTOPAKOLWMMNCA OCOOEHHOCTAMU (Hanpumep,
obnacTb CTOKa NOBEPXHOCTU) MeeT COOCTBEHHOE MeCTO U COOCTBEHHY UCTOPUIO
pa3sutua. B MOP®OIEHE3E HeT cBA3K Mexay o6nacTtbio U MeCTOM (BpemMeHeM) ee
NOSAIBNEeHUA, NOBTOPSAETCA TONIbKO MexaHn3Mm ee doopmmpoBaHuA. B oHTOreHese —
MHOMBMAYyanbHas, B MOpcoreHese — BHyTPpU-UHAMBUAYaNbHasA U3MEHYNBOCTb

lNMepexon oT BHYTpU-MHAUBUAYaINIbHOU K UHAUBUAYaNbHOU USMEHYUBOCTU
OCHOBaH Ha huKcauum retepoxpoHnn. B xone asonoumMm oguH U3
npoueccoB He NocneBaeT 3a USMeHeHUueM Apyrmx npoLeccosB U
CTaHOBUTCS TeMn JIMMUTUPYIOLWMUM 3BEHOM pa3BUTUA — 00sI3aTEeNbHOM
npeawecTBYOLWEN NO BPEMEHU cTaanen



Bnactonop BO3HUKaeT U3-3a MexaHuama nogaepxaHua cepudeckoun opmbl Al Ha
OCHOBE B3auMoaencTBUS UCTOYHMKOB U CTOKOB 3HEeprum cBo0oaHOMN NOBEPXHOCTMN.
«PaHa» B 91 Bo3HUKaeT n3-3a Toro, YTo Bcerga, He3aBMCMMO OT BbiOopa cUCTeMbl
KOOpAWHAT, CyLecTBYeT NOSC, rae NCTOYHUK Hapy>KHOMN NOBEPXHOCTU KNETKU
coBrnagaeT cCo CTOKOM Hapy»XHou noBepxHocTu Bcero 3l 6nacTtynbl

3Be3404Ka — 30Ha, B
KOTOPON «UCTOYHUKY»
Hapy>XHOMN NOBEPXHOCTHU
KIIeTKU coBrnagaeT co
«CTOKOM» Hapy>XHOM

KpacHble
HaKOHEYHUKU —
«UCTOYHUK», CUHUE
CTPEeJIKM — KCTOK»

NoBepPXHOCTU
KINeTKu, noBepxHocTu Al
o JTO «ceano» BEeKTOPHOro
CTPernku —

nons.

A0
T

narteparibHbIN
NOTOK NMOBEPXHOCTHU
A

KneTku B OKpecTHOCTU «ceana» He MOryT y4yacTBOBaTb B
aNUTenusaummn KrneTo4yHoro nracrta HapaBHe ¢ APYrMMMU KreTKamMmu,
noatomy B chepunyeckom Il Bcerga ectb 06nacTb, roMonorMyHas

MEeCTY 3aMblKaHUA bnacrtonopa, xomsi camoz20 6s1acmornopa ewe Hem.



BO3HUKHOBEHUE NepBUYHOro anutenuansHoro nnacta (3M)

OAanHO4YHbIe KNeTKU

OBUXYTCSA NO
HeagedopMUupyemomy
cybcTtpaty (Hanpumep,
Nno CTeKsly) NpoTuB
rpagueHTta
KOHLUEeHTpauun.
YcnoBus ans
o6pasoBaHusa Al
OTCYTCTBYHOT, KITETKMN
pacnonsarTcs,
n3berasi KOHTAKTOB
(koHTaKTHOE
TOPMOXeHue)

Ecnu cybeTpart coaepxuT
MaTpPUKC (KonsareH u
(oMOpPOHEKTUH), TO BO3HUKaET
NnonoXxwuTtesribHaa obpaTHas
CBSI3b MeXAay POCTOM
KOHLUEHTpaLumMm MaTpumkca un
knetok. CokpaiwieHume
dounonoaunm obpasyer
CKNnagkKum maTtpukca: 3To
reomeTpuyeckue pebpa
XK€CTKOCTU, K KOTOPbIM
NOATArMBAKOTCAH KNETKU.
KneTkun cnonsaroTcs K
CKNnagkam, n ABMXYTCA BBEpPX
No rpagmMeHTy KOHUEeHTpauumn

i AR

CyobcTpaT - noKpbITas
MaTPUKCOM NOBEPXHOCTb
cocefiHen KIeTKu.
Bo3HukaeT obpatHan

CBA3b ABUXEHUA KINeTOK C

n3MeHeHnem copmbl

3ayartka 3Jl1. ObpaszoBaHue

¢unonoann OoTKNOHAET
KOHTaKTHYIO 30HY OT
HOpManbLHOMN
opueHTauuu, a

COKpalieHue dounonoamm

nsmeHsiet popmy 31,

HOpManu3ysa opueHTaLuio

KOHTAKTHOM 30HbI



MopdoreHe3 3l BO3HUKaeT Ha OCHOBE ero penapaumm — «3aXKuBfneHus
paHbI», MUHUMU3UPYSA CYMMapHYH0 nsiowaab cBoboaHon nosepxHoctu 3l

FA
Fr MA MA
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c
A B

MuHuMM3sauma aHeprum cBo604HON NOBEPXHOCTU Al - cnnowHan HeogHopoAaHas cpefa m3
— 3TO POCT Benu4uHbI Kpaesoro yrina MA mexay ABYX TUMOB NOBTOPAIOLWUXCS INIEMEHTOB:
KOHTaKTHbIMU NOBEepPXHOCTAMM KneTok Il KINeToK (S) 1 MeXKNeToYHbIX MPOMEXYTKOB,

3anosiIHeHHbIX MaTpuKcom (F)

3axuBrieHMe paHeBOU NOBEepPXHOCTU nsonmposaHHoro Al ¢ obpa3zoBaHnem

anutenunanbHbIX cdep. Mo mepe anMkob6a3anbLHOro yANMHEHUSA KIETOK KOHTaKTHbIEe NOBEPXHOCTH
CHayana OTKIOHSAIOTCS OT HOpManbHOM OpUeHTauun («Moaa OTKIIOHEeHUs1») C BO3HUKHOBEHUEM
ratepanbHOro nNoToKa KrfeTok, a 3aTtem, nyTeM UCKpUBIeHUsa cBoboaHbIx noBepxHocTen 3,
BOCCTaHaBIMBalOT HOPManbHYH0 OPUEeHTaLUUI0 OTHOCUTENbHO HOBbIX PaANYyCOB KPUBU3HbI HAPYXHOM
noBepxHocTU («Moaa Hopmanusauuny»). Mo mepe anutenusauum knetok Al cBopaunBaeTca
0a3anbHOM CTOPOHOWN BHYTPb, a anuKanbHbIA KOHEL KITeTKU — ee «JNINANPYIOLLUA Kpany



3axusneHune 3l nogpasymeBaeT UHBEPCUIO NOSNIAPHOCTU Bbicensrowmxca ns 3l
Krnetok. C 3Toro wara Ha4yMHaeTcsl aNUTenno-me3eHxnmarnbHbIn umkn (EMC)

BbiceneHne nepBM4YHON Me3eHXUMbI U UHBarnHaumsa 3l y mopckoro exa. Moga oTknoHeHuAa n moaa
HOpManu3auum oCTalTCA B CUJIe, HO KOHTAKTHbIe MOBEPXHOCTU KINETOK COKpaLwiaroTcs. AnUKarnbHbIN
KOHeL, CTAaHOBUTCS «TUMAUPYHOLWMNMY, 6a3aribHbIA KOHeL, — « TAHYLUMM» Kpaem Knetku u 3. PasHuua
MeXAay BbicenieHueM Me3eHXUMbl 1 0Opa3oBaHUEM apXeHTepoHa TONbKO B Maclutabe mopcoreHesa

O6pasoBaHue cBoaa
ractpanbHoro
BMNAYNBaAHUA Y

NATYLWKN nepen
ob6pa3oBaHueM ryobi

Gnacrtonopa (nokasaH

TONbKO HapY>XHbIW
cnown knetok 3Jl)

BbicTpoe (3a 5 MUH)
yrnyo6neHune ceoaa
ractTpasnbHOro
BNsAYMBaHUA (CTPEnKu
— rpaHuubl cBoaa)
nocne yaaneHus
KNeTOYHOMN NOAJIOXKKN
HapyxHoro cnos 3l

O6Gpa3oBaHue BTopuyHoro 3l n3 nepsuyHoro Al ¢ uHBepcuen
annkobasanbHON NOMSIPHOCTU KIeTOK cooTBeTCTBYeT 6azoBomy EMC.
Bba3oBbin EMC — 310 1 ecTb ractpynsuus B 3BOSIIOLUOHHOM U
MoporeHeTU4eCKOM CMbIChe



Bnactonop nosBnsaeTcsa us-3a penapauum MecTta 3aMbliKkaHuUs Grnacrtonopa ¢
Hen3oteXXHoOn MHBepPCUen NoNSAPHOCTU KIETOK, BbICENAIOLWUXCA U3 NepPBUYHOro
AM. A3meHYnBOCTbL BapMaHTOB racTpynsuum cBA3aHa C reTepoxXpoHuUsmMun
U3MeHeHUsa PopMbl KNETOK B INUTENIMO-Me3eHXnmManbHoM uukne (EMC)

«Tvn racTpynauum» y KHuaapum — komoumHauma das EMC
(T. e., nr0oGas U3 KOMOMHaLUN FOPU3OHTASTbHbLIX U
BepPTUKaNbHbIX CTPENOK, BO3HMKAKOLWMUX NPU NOKaribHON

retepoxpoHun EMC B knetkax 9I)

Pacnonsarwowumncsa no cyocrpary
NOYeYHbIN ANUTENNN

Mpwu pacnonsaHuu no cy6eTpaty 3
CTaHOBUTCA «Me3eHXMManbHbIM JM».
leHbl E-KagrepuHa npogomkaroT
paboTaTb, HO 3KCNpPeccus reHoB
BUHKYJIMHa CHUXXaeTcs, aenas
NSOTHbIE KOHTAKTbI KNeTOK 6onee
pPbIXNbIMU: CTONOYaTbLIN ANUTENUN
CTaHOBUTCA «Yellyrn4vaTbiM». 3HAYMUT,
«Me3eHXMMarnbHoe» U
«3anuTenuanbHoOe» COCTOsIHME
CBfi3aHbl HenpepbIBHbIM PAAOM
reHeTU4YeCKU ynpaBnsieMbIX
nepexonoB



ABoNnUnA NACTONOPA HAYMHAETCA C ENO SAMbIKAHUA.
OBuWXeHune KneTok, 3axmensitowiee bnacronop Kkak paHy B 31 — TMNUYHbIN
penapauyuoHHbIN MOpdoreHes, He 3aBUCALLUN OT TOro, KAKUM 0OpPa30M KIeTKU
BblCensTcAa n3 nepsu4yHoro IAl, n KakoBa UX ganbHeuwan cyabba

M'mapowva
Dynamena: HeT
WHBarnHauum,

G6nactonop — mecto
3aMblKaHUS
nepsuyHoro Il

(KO.A. Kpayc, 1998)

O6pa3oBaHue
BEeHTparibHOMU
6opo3abl y
Apo3ocpunsbl
(vuBarnHaumna 3l
Kak Ha4yano EMC)

(He et al, 2014)

AKTUHMUA
Nematostella:
nonsipHas
racTpynsuus c
MHBarmHaumen
anuTenunanbHbIX
KNeTok

(Y. A. Krauss, 2012)

HopcanbHas ryba
6nactonopa B
racTpynsiumm
NAryLwKn

(Cherdantsev,
Scobeyeva, 2012)

Bokpyr 3ambikaloLerocs bnacronopa Bcerga obpasyercsi KpaeBasi 30Ha B Bue
Banuka — KPAEBOI'O TOPA (KT), otme4yeHHOro 3se3go4vkammu



KT aBnsaeTca 30HOM MakcuManbHOro nepenaga CKOpocTu ABMXEHUSA
knetok saonb Al n paBneHmna sHyTpu Il (Teopema bepHynnu). Kak
crnencrteue, 3TO 30HA MaKCMManbHOU MOpP¢ONOrM4ecKkom n AMHaAMU4YeCKoun
U3MEH4YNBOCTU racTpynsauum

i : iy "‘“H:“”;«_ % : KapTa ckopocTeii NOTOKOB
A ,fffff:: iddl :::::::::\ k CyOKOpTUKaNbLHOM
201 ,:iiifff:::;::::::;;;;::::::‘\‘ i uuTonnasmbl (A), dhopma
’g ..'f.'.'f.'f":::::::::::;jjjjj:::::t. | KﬂeTOK(B)MKapTaU
= 40+ ::IZ:':‘:‘.'.‘";;;;” ”::::;1".‘.:;‘::::. | ANcnepcumn cKopocTen
(8] _.12231...3::;;;::3& H!:::;;;;jj,,j;;; | ABwxeHus (B) npu
< "jjjj::j_‘""HHt fiph Ny AcRacRaE sca L e MHBarnHauumum KneTtok
)] SEREEESERERIII IR £ 4 £ 5 RSSO TR REE R R BeHTpanbHoii 60po3abl
::5“"/':.:"31'.55”::::::::::::--”--~--“ 3apogbllwen Apo3odunbl
miminl --- %
8%* = : ' : : : '
-380 -40 3Be3004YKM — obnacTtb
KT: max nepenap
* *

CKOPOCTU narteparibHOro
NOTOKa, max CKocC
KOHTAKTHbIX 30H KIeToK
AN v max
U3MEHYNBOCTb CKOPOCTU
ABWXeHus

(He et al, 2014)




PasgeneHune cTokoB U ncTovyHMKoB noBepxHocTu KT noBTopsieT
anddepeHUMpPOBKY norocoB nepsuyHoro Al ¢ nonpaBKkou Ha HOBYHO
Tononoruto 3l1: He chepa, a Top. AnddhepeHuUpoBKa CEKTOPOB TOpa MMeeT
BpPeMeHHON aHanor B Buae ocumnnaumm coopmel Topa npu anmoéonuu

Ecnun 661 He ObIno
3KBaTOpUanbHbIX
NOTOKOB BAOJb
KpaeBOro tTopa, To
annéonusa 6bina o6bl
yepenoBaHUEM ero
NPSAMbIX 1 OOpPaTHbIX
ABWXeHUU (no m
NPOTUB HanpaBneHus
annbéonuu), npuyem Ha
NPOTUBOMOSIOXKHbIX
CTOpOHax 3apoablilia
OHU Obl HaxoAUNUCHL B
npotuBodase

BapwuaHrT (l) ¢pmkcupyeTtca y BTopnyHOpPOThIX (XopAaoBbie), BapnaHT (ll) — y nepBUYHOPOTLIX

are

&=

Ars

JKBaTopuarnbHble
NOTOKN BAOSb
NOBEpPXHOCTU TOopa
3agepxuBaroT
(koHBepreHuums, l),
WU CTUMYTUPYIOT
(anBepreHuums, ll)
annoéonuio,
npeBpawasa ¢gasbl
ABWXEHUA B ABe
ansTepHaTUBHbIE
dopmbl
racTpynsaumm

Co cnupanbHbIM apobneHuem (Spiralia). AI'b — popcanbHana ryba 6nacronopa



B aBonwounmn peanusyroTca BCe «KHEKOHKYPEHTHbIe» BapuaHTbl
BblOerieHUsl CTOKOB U UCTOYHUKOB noBepxHocTu KT

LOPHOTROCHOZA ECDYSOZOA

— Chordata e i

_[Hemichordata Deuterostomia
Echinodermata —

‘ ™

_[Arthropoda =
= Onychophora

—1 r— Nematoda

Ecdysozoa
—Nematomorpha '

Bilateria

I~ Priapulida I;

—Kinorhyncha -/
7 CHORDATA OpavH un3 cektopoB KT —

MCTOYHUK (A) unu ctok (B)
Brachiopoda
natepanbHoOro notoka knetok KT
(kpacHble cTpernkn) UCTOYHUK
aKTUBUPYET, CTOK TOPMO3UT
ann6onuio KT (NnyHKTUpHan
: cTpenka). [1Ba bunatepanbHbIX

Phoronida
F MCTOYHMKa co cToKamum (b,

B
: ronyobie cTperku) BO3HUKaIOT
npuv paHHen aHusotponuun KT

|
mia

sy TR A e




Anndonua pgopcanbHOro Kpas onacronopa npu oTHOCUTESIbHOMN
HenoABMXHOCTU BEHTPaNbHOro Kpas nepemewjaeT 6nacronop Ha
BEHTPaNbHYI CTOPOHY, a «CreaoM» ABMXXEHUA [OopCcanbHOro Kpas
ABNsieTcsA oopasoBaHue OpPHOLWHON HEPBHOM LENOYKM U COMUTOB

NepexoaHas 30Ha
racTpynbl
oOpa3yeTcsl TONbKO
Ha AopcanbHOM
CTOPOHE, CTPEJIKM —
annobonus
AopcanbHOro Kpas
Gnacronopa

CoBnageHue BeKTOpoB Ect

OBWXEHUA KINEeTOK B
Gnacrtonop ¢ ABNXeHUeM
camoro 6rnacronopa
BO3HUKaeT n3-3a
JlamepasibHou
dueepzeHyuu oceBoun
me3sogepmbl: M —
Me3obnacTbl, yxoasiime B
KpaeBble TOYKU
Gnactonopa (3Be3g04KHu)
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ap
ap —
anukKanbHbIN
opraH,
«royfioBHOU MO3r»
1 g Tpoxodopsl, g -
apXeHTepoH

onacrtonop

KpacHble
CTpenku —
narepanbHas
AnBepreHums
Me3oaepMbl

MNMyHKTUpHan
cTpenka —
noBOpoOT

6nacrtonopa

AnBepreHuns oceBon mesoanepmbil
BAOMNb NaTeparibHbIX FpaHnL
Gnacrtonopa c NOBOPOTOM
Gnacrtonopa B CTOPOHY ABMXEHUA
KINeToK me3ofaepmbl



NMyTem oObIYHOM reTepOXPOHMM, Korga narteparibHas AuBepreHuus
OCeBOW Me3o4epMbl ornepexaeTt aNubonuio gopcanbHOro Kpas
Gnacrtonopa, ycunuBasa anubonuio ero narepanbHbIX rpaHnL,
BMECTO Knaccudeckomn Tpoxodopbl nony4vaercs Tpoxodopa co

wesieauoHbIM 6r1acmornopom

B npepene, npyn ycTaHOBJIEHUU CBA3UN ABUXEHUA Mme3oaepMbl ¢ opmon anua,
nosiyyaeTtcs weneBnaHbin 6nacronop Ecdysozoa

000

NEMATODES Wi
CRUSTACEA INSECTS




KT CTAHOBUTCSA «LIEHTPOM U3MEHYMBOCTWU» U3-3A OGPATHOU
CBA3UN OBUXEHUA KITETOK C UIBMEHEHUEM ®OPMbI KT

S1 R1-R3 — papnycbl KpUBU3HbI NOBEPXHOCTU 30H 1-3, /71-12 —

Bxoaswme u Bbixogsawme us KT notoku knetok. CymmapHas
CKOpPOCTb Npou3sBoacTBa aHTponuun TdS/dt = K1(R1 - R2)? +
K2(R2 - R3)% Mpwu K1 + K2 < 0 ckopocTb NPO13BOACTBA
3HTPONNN MaKCUMaribHa, NOTOK KIIeTOK CTaHOBUTCA
HecTauMOHapHbLIM U 3aBUCSLLUM OT MopdoreHesa KT

ﬂ TdS1/dt = I11(R1-R2)
MNMpu 3ambiKaHMM GnacTonopa NoTok KreTtok Yyepe3 KT

cTtauuoHapeH (B, K71 +K2 >0): BxoA v BbIXo4 KI1eTOK U3
KT ypaBHOBeLeHbl, u dopma KT He MeHsieTcA n3-3a

ABWXEHUA KNneToK. HectaumoHapHOCTbL BO3HUKaET Npwu

3aepXxKe annodbonun: cHa4vana Bxop Krnetok B KT
onepexaet Bbixoa, U KT «pacnyxaet» (A, K1<-K2), a
3aTeMm Bbixog onepexaeT Bxoa, U KT «obocTpsieTcar)
(B, K2<-K1). B ntore, us-3a coukcauum retTepoxpoHumn
mexay asmxeHuem KT n aBmxxkeHnem knetok yepes KT,
BO3HMKaeT nocnenoBaTenlbHOCTb CTaAuN pa3BUTUA
ryobl 6nacronopa unu noboro ee romorsora

B 3BONOUNN BTOPUHYHOPOTbIX ®A3bI
MOPOIEHES3A KT ®OPMUPYIOTCA «3AO0OM
HAMNEPEO» (OT ®A3bl B K ®A3E A C ®PA3OUN E B
KAK NPOMEXYTOYHOW CTAOUU PA3BUTUA)




Y MoOpCKOro exa noTtok Knetok yepes KT
cTauMoOHapeH B Te4eHne BCen racTpynsauum

Popma 1 pasmep 30HbI
aKkcnpeccuu reHa brachyury
(Aapko kKpacHble sapa) He
U3MEHSIOTCA B XoAe ABUMXEHUA
Knetok yepes KT

JBonouua bnacronopa
XOpAoOBbLIX — NpUMep
PETPOIrPAOHOM

IBOJTIOLINN:
Y XxopAoBbIX, HAYMHasA C NaHUETHUKA, 3aMbIKaHUIO
GnacTtonopa npeaLwecTBYIOT ABe HecTauMoHapHble ¢asbl — Bo3HMKaeT 1 ycunusaeTcs

"aK°""e”":Ki:JJ&'EE&';"XBZ:::&:’;;p" KNETOK, nonoXxuTenbHasi o6paTHas
1y ey o NGO CBA3bL MeXAy nepenanom
: ? - CKOpPOCTEMN KNEeTOYHOro
NnoToKa npu Bxoae u Bbixoae
knetok n3 KT. Ha ocHoBe
mopcoreHesa KT Bo3HuKaeT
OHTOreHe3 Gnacronopa c
AEeTepPMUHUPOBAHHbLIM
NopsiAKOM CTaaun pa3BuUTUSA

Akcnpeccusn brachyury B KT Xenopus (Evren et al., 2014)



HecTtaunoHapHocCcTb noToka knetok Yyepe3 KT nposiBnsieTcsa B Buae
ocuMnnaAUMnN: HanpumMmep, npu obpasosaHmun 3L y BbOHaA (Cepusi oNTUYECKUX
carutTanbHbIX CPe30B XUBOIro 3apoAblLua)




FacTpynauua y naHUeTHUKa

PaHHAA racTpyna naHueTHUKa
BbIrMAANT KakK nsonmpoBaHHbIn I,
3aBopayMBalOLLMMNCA BHYTPb ANA
3axxuBneHus «abipbi» B KT. lopcanbHan
ryba 6nacronopa — cTok (30Ha max
HaTsXXeHus noBepxHocTu KT), NCTOYHUK
— BeHTparnbHas ryba. PasHocTb
HaTSAXXeHUs1 KOMNeHCUpyeTcs
narepanbHOMN KOHBepreHuuen KneTok
KT kK popcanbHOMy Kparo bnactonopa

BHyTpeHHUU crion gopcanbHOM ryobl npoaomnkaeT
yTosnuwaTbCA Npu 3aMmblikaHMM GrnacTtonopa 3a cyeT
narepanbHON KOHBepreHUuMn. PasHnua ¢ MOpPCKUM
€)XXOM COCTOUT B €AUHCTBEHHOCTU MepuauaHa
ratepanbHOMN KOHBepPreHuuu.

Y naHuUueTHUKA naTeparnbHbIA U
MepUAMOHaNbHbIN NOTOKM TPAHCBepCalbHbl,
NO3TOMY K KOHLY racTpynsiuum (3aMmblikaHue

NaTepanbHas KOHBEPreHLMs: OGnacrtonopa) BcA Me3ogepmMa yxoauT Ha
KNeToK K AopcarnbHoMm rybe AopcalibHy0 CTOPOHY 3apoAblila




OT naHUeTHUKA K aHaMHUAM NpoOcCrieXuBaeTcs NocTteneHHoe
«cnusaHue» AP ocu ¢ DV ocbio

‘:_,.:.}"‘-" 4 &P neural plate
297 C
9L %
[::f endoderm "
% notochord y

anterior

Akcnpeccusa Xbray MUHOTMN

N\ X(neural plate
notochord

animal pole

KapTa 3ayaTkoB y naHueTHUKa

dorsal

s v
(g, somite) den,

Ambystoma mexicanum
An

Ctapas u HoBas (cnpaBa) KapTa aHaMHUN

«CnusHue ocen» - metadopa,
O3Ha4yawuasa BO3HUKHOBEHUE Koppenauuu
MeXAy natepanbHOU KOHBepreHuueu u
MepUANOHaNbHbIM ABUXEHUEM
AopcanbHOro Kpasi brnacronopa

KapTta 3ayaTtkoB y xBocTaTbIX amcpunoum



IBOJTIOUUNA BITACTOINMOPA XOPOOBbIX: A — naHueTHuK, B — MmuHora, C —
amdmndunn n KoctTucTble pbidbI, 1-3 —CTagumn pasBUTUA, Cepbin LUBET —
apxubrnacronop, XenTbin — HeobnacTonop, CTPesiku — BEKTOPbI ABUMXEeHUSA

B xope 3Bontouun
nocnepoBaTtesibHO
U3MEHSAIOTCH Bce
@ Oonee n 6onee
paHHue cTagnuun
3 racTpynsuuvmu.

Temn
FIMMUTUPYIOLLUM
3BEHOM
KOHBEpreHuum
CTaHOBUTCH
COKpaLieHune
6nacronopa,
‘ noatomy DV ocb

| cnuBaeTtca ¢ AP

3
OoCbIo

w

w

e =

Mo mepe BbITeCHEHMSA HeobnacTonopom apxubnacronopa gopcanbHasa ryoa
o6nacrtonopa (A'B) ctaHOBMUTCA «OpraHM3aTopoM» racTpynsauuu



AMHMOTbI NPOAOIKAIOT PEeTPOrpaaHyro 3BOSIOLUIO OHTOreHe3a aHaMHUM.
N3meHUYMBOCTb MopdhoreHesa npeBpaLlaeTcs B nocrieaoBaTenbHOCTb CTaanumn
oHToreHe3a. C nosiBneHuem 3apoabIilleBON NOJSIOCKM ObIBLIME AopcaribHaA U
OoKOoBble rybbl 65y1acTonopa ctTaHOBATCA nocneaoBaTesfibHbIMU CTaAUAMMU €ro

pa3Butua. B utore cobcTtBeHHOU 3BOMOULMM BriacTonop ncyesaer

Anterior From Alev et al., 2013

b b

Dorsal Posterior

Anamniotes Ancestral Amniotes
(animal-pole view) (epiblast view)

Reptiles

W, F v T — 30HbI akcnpeccuu reHoB WNT, FGF n TGF.
3apopabiweBas NOsIOCKa NTUL U MIeKONUTarLWmx
BO3HUKaeT U3-3a CMeLLeHUsA narepasribHOMn
KOHBepreHUUn Ha cTaguu, npegLliecTByloLime
oGpa3oBaHuto 6nacronopa: DV ocb Gnacrtonopa 3
ctaHoButcs AP ocblo Bcen brnacrogepmsl ,

MPOUCXOAQMUT TO XKE CAMOE, YTO NPU NEPEXOAE OT
BJIACTOMOPA LOPHOTROCHOZOA K BIIACTOMNOPY M
ECDYSOZOA



PETPOIrPAOHASA 3BONOUUA CUTHATIbHBLIX MYTEW B
OMBPUOIMHE3E XOPOOBbIX

Y Xenopus v Zebrafish 3-kaTeHNH Y naHueTHuKa B-KaTeHUH KOHUEeHTpUpyeTcs
onpeaenset mecto Al B [II'b B KOHUe racTpynsauum
30,
@D
unf 2 hr
' ZOR0
VegT, Vgl B-catenin  Xnr Gradient of BMP-4, %%%%
Xwnt-8 (ventral and ot
lateral mesod:m:)n cooo
25hr
; Nodal
ﬁ-catemn related > Organizer [ N .'
high 2,
VegTl, Vgl 4y /D
Nodal P 7 . 'I §<
i > Ventral 4.5hr P Shr P 8hr
low mesoderm e ;
Y Xenopus B A6 He paboTaloT reHbl, MHAYLUpYyoLWme Y naHueTtHuka B [I'6 pa6oTaloT Bce reHbl

Me3oaepMy A0 Havyana ractpynsauuu (reHbl Nodal) MHAYKUMK Me3oaepMmbl, BKntovas Nodal

Animal

Neural ectoderm
f
{

Ventral , Dorsal

ORGANIZER MOLECULES:
<8 Chordin, Noggin,
Follistatin, Xnr3

orsal endoderm @ crordin + Nodal + Letty

&
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TAKAA XKE 3BONOUNA BEAET K OBPA3SOBAHUIO TONOBHOIO
OTAENA OCEBbIX CTPYKTYP B SMBPUOI'EHE3E NMO3BOHOYHbIX

OcCHOBHOM NyTb — peaAyKUus me3oaepManbHbIX U rTMNepTpodua HenpanbHbIX
CTPYKTYpP B rofloBHOM oTAene 3apoAbilia OT flaHUeTHUKa A0 aHaMHUM

. B ronoBHOM oTAene aHamMHMK obpa3yeTcsi
Generalized -
vertebrate KOHe4YHbIn mo3r (TBF), B obnactu
nepeaHero mo3ra (TBF+DBF)
peayuupyeTtcs xopaa, B obrnactu cpegHero

Amphioxus mo3ra (MB) — comuTbl

N X ~0O

B OHTOreHe3se 3TO 30Ha, rAe KNeTku
3KTOOEePMbl NPUCOEAUNHSIIOTCS K
nepeaHemy Kparo HePBHOM NNACTUHKN
6e3 MepuaNOHaNbHOrO BbITSXKEHUS
KneTo4yHoro martepuana
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JBOSIIOLUSA rosfioBbl — 3TO aHTEPUOPHbIN
POCT HeupasnbHOro 3a4yaTtka 3a c4yert
npucoeaAnHEHUA K HeMY 3KToAepMbl,
NUWIEeHHON Me3o4epMaribHOMN NOANOXKMN.
Nony4yaetca HoBas Oornee paHHASA
cTagaua HeMpanusauum «no

bnokaga FGF BegeT k peaykuum
fiepeaHnx coMmuros ymorn4yaHuo» (TBF+DBF)



