Mocne onnoooTBOPEHUS ANLIO OXXKMBAET: MOHUXXAeTCA KUCIIOTHOCTb U pacTeT
KOHLIeHTpaLUusa MOHOB Kanbuusi B LMTONsiasame, a CyokopTukanbHble
aKTUHOBbIe (hunamMeHTbl, pacnonaraBlUMecs B BUAe napannenbHbIX,
HOpPMasribHO OPMEHTUPOBAHHbLIX MO OTHOLUEHUID HAPY>XHOW NOBEPXHOCTHU
HUTEeN, CNNEeTalTCA B CEeTb, HACbILWEHHY MUO3NHOM U CMTOCOOHYIO K
aKTUBHOMY COKpaLLeHUIo

CeTb cokpalyaeTcs, yMeHbLUasa nnowanb U yBerIMYMBas TOJILLUHY KOPTUKaNIbHOIO Criosi B
aHUManbHOM (MUrMeHTUPOBAHHOM) NOMyLIAPUN — KaK Y PbI0, pa3nunums nuub
KonunyecTBeHHble. CBeTnoe NSATHO HAa aHUMasNibHOM NOJyLapUM — MecTO BbiXoAa
NONAPHLIX Teneuy



HeonnoooTrBopeHHbIe ANLa UMEKOT
rmaBHYK OCU CUMMETPUMU
6eckoHe4yHoro nopsaka (aHMMarnbHoO-
BeretaTuBHas ocb, AV) n
0ecKoHe4YHOe MHOXeCTBO
NpPoxXoAALWUX Yepe3 Hee NNOCKoCTen
cummeTpun. Nocne onnoaoTBoOpeHUA
OCTaeTcs ogHa Takasi NNOCKOCTb
(nponcxoanT auccnMmmeTpusauus),
KOTOpas CTaHOBUTCA NJIOCKOCTbIO
ounarepanbHOW CUMMETPUN, U
BO3HMKaET pa3nnyve aopcasribHOU U
BEeHTpPanibHOU CTOPOH Anua

Y Haxoaawmxca B nonoctu tena avy AV ocb
NPOU3BOJSIbHO OPUEHTUPOBAHA MO OTHOLUEHMUIO K
BepTUKanu. Nocne onnoaoTrBopeHns n
OoTAEeSIeHUS XeJSITTOYHOU 00O0STIo4YKN AULLO
noBopayYmMBaeTCsl TSXKenbiM (BereTaTMBHbIM)
NosyiILCOM BHU3 (MOBOPOT OpueHTauumn)

DMCCVIMMeTpVBaLWIFI oobsicHsAIeTCA: dCMUMMEeTPUYHbIM
noJyioxXeHnem TO4YKMN BXoAda CnepmMmus, nepeTekKaHnem
XeJiTKa K HOBOMY paBHOBeCUIO NMpu NnoBOopoTe
OoOpUueHTaunn, HakoHel — camoopranusauueﬁ, npu
oTCcyTCTBMUUN BHEWWHUX UCTOYHHUKOB aCMMMeTpUumn
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He3aBucumo oT TOoro, Kak n noyemy npovcxoauna guccuMmmeTpusaums y
KaX[oro gaHHoOro siuga, nosiy4aeTtcs ogHo U 1o Xxe (3KkBUPUHarIbHOCTb):
BblaensaeTca 3o0Ha ceporo cepna (Grey Crescent, 3kBaTtopunaribHas 30Ha) —
HOBbIN MAaKPOCKOMNMUYECKUN OOMEH, pa3aensaowmmn aHumanbHoe "
BereTaTUBHOE nonywapuve u onpegensarowmumn DV nonapHOCTb

Pigmented
animal region

Gray crescent

Vegetal region \

Cepbin cepn — obnacTtb, rae XXenTok TeCHO B3auMOA4enNCTBYeT C
KOPTUKaNbHbIM CNOEM: Y OAHUX 3apoAbllien 3TO CTeHKA, C KOTOPOM XKeNnToK
CTeKaeT Npu NOBOPOTE OpPUEHTaLUN, Yy APYrMx — o6nacTb pacTaxeHue
KOPTUKANbHOro Criosi U3-3a aCMUMMeTpPUN COKpaLLeHU aHUManbLHOro
nonywapus. B obounx cnyyasax Bo3HUKaeT AMHaAMU4YeCKoe paBHOBecUe Mexay
ABYMSA MNOBEPXHOCTAMM pa3HOU hopMbl M nnoLwaau



ANLO NOCNE «NOBOPOTA OPUEHTALIUN»

Bo3HukHoBeHue DV nonsipHocTtn anua amcpmoun: A— B
cerperauusa yumtonnasmbl, b — mogens, rge ynyueH
MopcoreHes, B — peanbHaa nameH4YnMBocCcTb hopmbl AnMUa
npu obpasoBaHum ceporo cepna (CC). CC HanpoTmB TOUYKMU
NPOHUKHOBEHUA crnepmusa Tonbko B 60-70% cny4aes. MNpun
obpaszoBaHuu CC chopma akBaTopuaribHOU 30HbI ANLA
Hauboree N3aMeH4YMBa U cTabunManpyeTcsa nocrie
NpoxoXxaeHua nepBbix 6opo3n apobrneHusa. CC Bo3HUKaeT
0e3 noBopoTa OpMeHTauuu U BHELWWHEeN aCUMMeTpPUmn us-3a
NOJIOXKNTENNbHON OOpaTHOM CBA3U MexXay coOopKoun
MUKPOTPYOOUYEK U pacTAaXKeHUeM NoBepPXHOCTU AnLa




[lBa anbTepHaTUBHbIX NYyTU AeTepMuHaumm DV nonspHocTn Anua

Ecnu anuyo c cepbim cepnom (CC) noBepHyTb Ha 90° oTHocuTenbHO AV ocu un
yAepXKnBaTb B TAKOM MOJSIOXKEHMN MUHYT OECATb, TO XXENTOK CNYCKaeTCA BHU3,
n Bo3HMKarT ABa CC — oAMH ncxogHbIN, APYron Ha CTOPOHEe, C KOTOpOoM
cTekan xenTtok. Obpa3syetca aoBe 60po3abl racTpanbHOro BnA4YnBaHua (A), a
NOTOM — 3apoAbIln C ABYMSA OCAMMU Tena, UM HopMmarnbHble 3apoabiuu (b)

Ecnu pa3pywmtb ncxogHbin CC YO obnyyeHunem, To nosyyaroTcs
pa3Hoobpa3sHble aHoOManuu passutus. lNpu noBopoTe ML a BO3HUKaeT
HoBbIU CC, pa3BuTMe NOSIHOCTbLIO HOPMAaNnM3yeTcs, U OCeBble CTPYKTYpPbl
o0pa3yrTcs Ha ObIBLUEU BEHTPasfIbHOMU CTOPOHE Anua



HeogHopoaHOCTL pacnpeneneHus xenTka B ANLe — 3TO He «rpagueHTbi», a 30HanbLHas
opraHusauus. lNyTemMm cCOpTUPOBKU XKeNTOUYHbIX FPaHyn pa3HoOro pasmepa BO3HUKAIOT
BHYTPeHHe ogHopoAaHble ¢ha3bl, pa3fesieHHble Y3KUMU NepexoaHbIMU 30HaMu,
dn3nyeckumm aHanoramm pasoBbIX rPaHUL, CTPEMSLMMUCS K COKPALLEHUIoO nnowaaun
CBOEN NoBepXHOCTU 6e3 06s3aTeNIbHOro y4acTusi akToMMO3MHOBOIO COKpaLLeHuUs

Korga noBepxHOCTb 3aXXUBNSAET paHy nocne yaaneHusa Bce 6onbLlien Aonu
BereTaTUBHOro Matepuana, KapTuHa cerperaumm MeHsieTcs ObICTPO
MEHSIeTCS, yecunmeas rpaHuubl mexay dasamu, pasnmyaroimMmcs pasmepom
N KOHLUEHTpaLMen XKefnToUYHbIX FPaHys, C YMeHbLUeHNEeM Ynucrna pasfnninmbix
c¢da3. Hambonee HeogHOpOAEH CYOKOPTUKASIbHbIN XXENTOK N3-3a 65IN30CTU K
KOpTEeKCy anua.

30HA CC — 30HA ®U3NONOIrMYECKOIro AOMUHUPOBAHUA MO YAUNAY, U
OHA XE — 30HA HAMBOJIEE AKTUBHOW CEIPErALUA



Sperm Entry Point Determines D/V Axis in Xenopus
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CurHanbHbIn nyTe WNT: nokasaHo npucoeguHeHue K MHTerpanbHoOMy
peuenTtopy 6enka Dishevelled (DSH), bnokupyrouwee coccpopunmpoBsaHme -
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DSH — oAWH U3 KOMNOHEHTOB CUrHarnbHoro nytTu. Ux «obwmm sHameHaTenemy,
onpeaensaroLWMM CUrHaribHoe 3HaYeHue NyTu, ABNSAETCA NOTOK peLenTopoB B
3KBaTOpUaribHYyH 30HY NO MUKPOTPYOOUYKaM, COOpKa KOTOPbIX OCHOBaHa Ha
NoJIOXKUTESNIbHOW OOpaTHOM CBA3U C pacTsXKeHMeM 3KBaTOpuanbHOM 30HbI
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Pasnuune ¢popMbl NOBEpPXHOCTEN
AopcanbHOro U BeHTparibHOro AoMeHa
o4YeBUAOHO, NOKa He obpa3oBanachb
nepBas 3KBaTopuanbHas (TpeTbs No
cyeTty) 6opo3na (D): aopcanbHbIN AOMEH
MMeeT MeHbLUYI KPUBU3HY, T. €., bonee
BbICOKOE aKTUBHOE HaTAXXeHne CBOeW
NOBEPXHOCTU, YTOObLI ypaBHOBECUTDL
AaBrieHue XenTka

YuutbiBasi opueHTauumio MUKPOTPYOOYeEK,
ynpyroe pacTtsixXeHne gopcanbHOMU
noBepxHOCTU npu obpaszosaHumn CC
AOJIKHO ObITb CUNTbHEEe 3KBaToOpUanbHOro
pacTsXXeHus, NO3TOMY ANl paBHOBeCUSA
AONMKHblI BO3HUKaTb aKTUBHbIE CUTbI
3KBaTOpManbHOro CoKpalleHUA:
NOBEPXHOCTb C 06enX CTOPOH AOKHa
BCTpaMBaTbCA B AopcanbHbIN
(carutTTanbHbIN) MepuavaH, YanuHSAA ero un
ypaBHOBelUMBasA U30ObITOK
MepUANOHANbHOro pacTsXeHUs.




NMocne npoxoXxaeHUsa TpeTben
(sxBaTOpManbHoM) 60po3abl
NOBEepPXHOCTb ANLa CHOBa
cthepusyetcs, a DV acummeTpus
nepexoauT B pa3finyuvsa pa3meposB
M cocTtaBa uutonnasmbl Dun V
6nactomepoB (B D 6nacTtomepax
Bbille OTHOLLUEHME XeJlTKa K
yutonsnasme)

Bo BTOpOM MepuamnoHarbHOM
AeneHnn HapyLwalTCcAa npaBuna
MepTBura-Cakca: BepeTeHo U
3Be34bl cMeLarTcs Tyaa, rae
6onbLlue Xxentka. Ha kKapTuHke
nepsasi 6opo3aa npoxoauT B
cCarnTrasribHOM NMOCKOCTN Y
BCeX 3apoabllien, HO B
npepenax HoOpManbLHOMN
M3MEH4YMBOCTM OHA MOXeT
npoxoauTb U (hpoHTasNbHO, a
pa3nunyuna B pasmepax Du V
GrnactomepoB MOryT
OTCYTCTBOBaTb




KaxeTtcsa (npeabiaywmm cnamg),
YTO nepBble 6bopo3abl AenAT ANUO,
a He knetkn. OgHaKo, BO3MOXHbI
aHTUNapannenbHble CABUTU
GnactomepoB C He3aBUCUMON
3aKknagkou 6opo3abl B KaXXKA0M U3
HUX. ATO MOXHO CYUTATb
«aTaBU3MOM»

MNMpu obpaszoBaHum
6opo3abl Ha NOBEPXHOCTHU
BO3HMKaKOT CKNaakKw,
HanpaBrieHHble CHa4yana K
TOUYKe MHULMaLUnU
6opo3abl, a NOTOM
nepneHAUKYNAPHO ee
NIOCKOCTU. ATU CKNAaAKUN —
ynpyrasa peakums
KOPTUKaNbHOro CJfiofl Ha
ero akTMBHoOe COKpaLieHune

KOPTUKAINbHbIA CITOU — AKTUBHASA OBOJIOYKA C (+) U (-) OBPATHOWU
CBA3bI0 MEXOY AKTUBHOW U YNIPYION KOMIMOHEHTAMMU
MEXAHUYECKOIO HAMNPAXEHUA




NMPUMUTUBHAA ULMTOTOMMUA: nepBoe aeneHne gpobrieHns
AL A MOPCKOro exa

NMpuMHUTUBHbIE YepTbl: Mano XesfiTka, OH pacnpegerieH paBHOMepHo, chopma
oCUMNNMpPYeT MeXAy BbITSXKeHUEM KJIeTOK BAOJNb U nonepek 6opo3abl




NMoBepxXHOCTb NMHOOOMN KINEeTKM XXUBOTHbIX — aKTUBHAaA yrpyrasa oboroyka:
MeMOpaHa npukKpensieHa K akToMMO3MHOBOMY KOPTEKCY Yepe3 KaTeHUHbI. B
cucTemMe ABa CBSA3aHHbIX PpaBHOBECUA: MeXAY aKTUBHbIM HaTSHXKeHUeM
KOpTeKca U NacCUBHbIM pacTAXXeHUeM MeMOpaHbl, U MeXAay 3K30LMUTO3OM U

3HAOUMTO30M MeMbpaHHbIX ny3bipeu (blebs)

My3bipn obpasyroTca npu
COKpaLLeHUN KopTeKca
(oTKpenneHnn KaTeHUHOBbIX
nepemMblyeK) n
pa3rnaxuBaroTcs npu
YMEHbLUEeHUU TYPropHoro
AaBneHus, unn coopke
HOBOrO KOpTeKca

Driving force

YeM cunbHee
aKTUBHOE COKpallieHune
O0O0JI0YKHN, TEM
OonbLle ny3bipen,
3HA4YUT, TeMm Gornblue
3anac NoBEepPXHOCTHU
Ansl pocTa ee
nnowaau

Cortex A,

Plasma membrane A4,,

Ag
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NaTtoe peneHne — nocnegHee geneHna opooneHnsa, panblie HaYMHaeTCA
onactynauua. boposabl AenAaT yxxe He AMLO, a 6rnacTtomepbl. U3onupoBaHHbIe
GnacTtomepbl ewwe He MOTYT MOM3TU NO CTEKJI1Y, HO YXe CNOCOOHbI K KOHTAKTHbIM

B3auMoO4enCTBUAM, BIIUAIOLWMM HA OPUEHTaLUI0 BepeTeH

32 bnactomepa PaHHAa OnacTtyna

32 bnacTtomepa — nocrneagHAA cTaaus, Ha KOTOpPOUu 3apoAblLl
COCTOMT U3 OOHOrO Criosl KNeToK. Y 6ecrno3BOHOYHbIX (BKNO4Yas
NaHUeTHUKa) TaKkoe COCTOsIHUE COXpPaHAeTCcsa A0 Havyana
racTpynsauum



32 bnacTtomepa — NnocrneagHAA cTaaus, HO KOTOPOW KNETKU
MHOMBMAYANbLHO ONO3HaBaeMbl, U UX MOXXHO MeTUTL. B onbiTax ¢
Me4YeHUEeM HU OofHa N3 3IMOPUOHaNbHbIX 3aKragoK He ABNAeTCA
KNeTOYHbIM KNTOHOM, HO BKJ1lO4YaeT B ce05s1 MOTOMCTBO HECKOJIbKUX
MeYeHbIX KNeToK

Nomenclature of Blastomeres of the 32 cell stage:
(dorsal is to the right)

16 cell stage 32 cell stage 32 cell stage
Animal View Animal View Lateral View



N3MeHeHue CTPYKTYpPbl KNIeTOYHOIro LuKna oT
ONJOAOTBOPEHHOIO AlLa A0 racTpynbl

A
a Fertilized egg
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2s ¥

b Two-cell stage

M
C 20’>
S
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d Early gastrula stage
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b Mid-blastula stage
Animal cap
. Blastocoel
Equatorial
(marginal)
zone

Vegetal mass

E—

c Early gastrula stage
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of the blastopore



B xoae 6nactynsiumm BHOBb, Ha OCHOBE NpeZLlecTBYHOLWEN Pa3MeTKn, HO yXke
Ha KNeTo4YHOM ypoBHe, hoopMupyeTca nepexonHasi 30Ha MeXAy KrneTkamu
aHUManbHOro U BereTaTUBHOIO NOJyLIApPUs AiMLa: Ha AopCcaNlbHOM CTOPOHEe
BblaensieTca 30Ha, hopMupyowasa eanHbIN KNeTOYHbIN NSacT U3 KNeTok
aHUManbHOro U BereTaTMBHOIo NPOUCXOXAEeHUSA

MexaHn3m obpaszoBaHus
nepexoaHoun 30Hbl —
KOHTAKTHAA CEMPErAlunA
LUTONSAa3Mbl KNeTOK Npu
3KBaTOpPUarnbHbIX U
NepUKNUHanbHbIX AeneHusaxX
onactomepoB. KoHTaKTHas
cerperaums coxpaHsiet
€AVHYIO NnaTtepanbHyro
NONAPHOCTb AAHHOM rpynnbl
KIeTOK 1 no3BonsieT
nepexoaHom 30He
pacnpocTpaHATbLCSA B
aHMManbHO-BEereTaTMBHOM
HanpaBJieHUU, To eCThb, B
HanpaBneHuun anuoonuu
(ronybas cTpenka)




KoHTakTHas cerperauusi LuTonnasmMmbl NPOUCXOAUT NPU aHTUKNUHAMNbHbIX
(3kBaTOpManbHbIX) U NEePUKNUHASNbHbIX KNETOYHbIX AeNeHUsIX: Kaxaas
obnacTtb cTaHOBUTCA 6ornee o4HOPOAHOM, NOMOJIHASAACH KNeTKaMu ¢ TON Xe
LMTONSIa3MOMN, a rpaHuLbl MeXAay 3TUMU 06acTMU YCUNMBAKOTCH

BbIAENAIOTCA KPbILLA U CTEHKW BIIACTYIbI, MEPEXOOHAA
OKBATOPUAIIbHAA 30HA, U COBCTBEHHO BEINETATUBHAA OBJIACTb



NMEPEXOO CPEOHEW BJIACTYJbl (MIDBLASTULA TRANSITION)

Hauano cpegHen 6nactynbl KoHel cpegHen 6nacTtynbl

lNMpu nepexoae cpeaHen dnacTyrbl HAYMHAKOT paboTaTb reHbl
3UroThbl, U B Krneto4yHom uukne nossnsaetrca G1 casa.
U3onunpoBaHHbIe KNeTKn obpa3yroT rpyobie nceBaonoamm v
pacnsacTbIBalOTCA NO CTEKNY, NbITasiCb MOM3TU, a HAPYXHaA
NOBEpPXHOCTb BblpaBHUBAaETCH, NpeBpaLllasicb N3 «OynbRKHUKa» B
«OpycyaTky»



PU3n4Yecknim cMbICn BbipaBHUBAHUA NOBEPXHOCTU COCTOUT B
anddepeHUnpoBKe cBOOOAHLIX (annKanbHOW U 6a3anNbHOMN) U KOHTAKTHbIX
NoBepPXHOCTEWU: BbipaBHUBaHUE O3HA4YaeT POCT BeSIMYMHbI KpaeBoro yrna
MA 3a cyeT yMeHbLIeHUSA aKTUBHOIO HaTAXXeHUA KOHTaKTHOW 30HbI

NMpu MmexaHn4yeckom paBHOBECUUN BEKTOPHAsi CyMMa aKTUBHbIX U MAaCCUBHbIX
HanpsKeHUU paBHa HYJ0 — 3TO OCHOBHOW NPUHLUMUIN (PU3NYECKOIro NMPOYTEHUS
NoOOoU reoMeTprUYeCKOMN KOHpUrypaumm KrneTouyHbiX noBepxHocten. Ecnu HeTt

HanpaBJiIeHHOro flaTepanbHOro ABMXeHUA KrneTok (A), TO HaTsXKeHUA
CBOOOAHLIX MOBEPXHOCTEU COCEAHUX KNEeTOK paBHbl. B cocTossHUM
narepanbHoro asmxeHus (B) B KaXXablh MOMEHT BpeMeHU ogHa U CBOOOAHbIX
NOBEPXHOCTEU HaTAHYyTa CUINbHEe, YTO YpaBHOBELLUBAETCA OTKITOHEHUEM
KOHTAKTHOM 30Hbl OT HOPMaribHOU OpUeHTauuun



BJIACTYJIA: HBIOKYINMOBCKAA MHOYKUUA ME3SOOEPMbI

Ecnu ypanutb

i‘;irf;{s—k Xe Do m 3KBaTOpUarnbHYI 30HY
GrnacTynbl n cpacTUTb
—Marginal —» [Mesoderm aHuManbHoe U BeretaTuBHoOe
nonywapwue, To B 30He
Vegetal ——| Endoderm KOHTaKTa U3 3KToAepMbl

cells

obpa3yeTtca me3ogepma

Animal —> | Ectoderm
cap cells

Marginal —— | Mesoderm

o ;‘0 2, ;
aon OIS
LI
o "’
Sieoshe Pl v Snaty

Vegetal — | Endoderm
cells

MopdoreHeTnyeckmm cmbicsi obpasoBaHua bnacrouens —
UCKITI0YeHMe Me3oepManusaumm Kpbily 6nactynbl U nogaepxaHuwe
HOpManbHOro mopdoreHesa



Mpu cpawmBaHnm Kpbiluun 6racTynbl ¢ AopcanbHbIMU BereTaTUBHbIMU Gractomepamm
pa3BUTUE NAOET KaK B OPraHHOM KyrnbType, HO NMosly4yaeTcsi MOYTU NOSHbIAN Habop
Me3oaepmManbHbIX TKaHeun (A). KynsTuBnpoBaHue Kpbiwv 651acTynbl Nocre MHbLEeKLUU B
ee matepuHckue 6rnactomepbl MPHK brachyury paet BeHTpanbHyto mesoaepmy (b), a
ecnu po6aButb MPHK reHoB u3 rpynnbl Nodal (cemenctBo TGF, reHbl XNR v siamois)
— pparMeHTbI 0OCeBbLIX CTPYKTYp 6e3 oceBou opraHmsauum (B, cTpenku — xopaanbHas
TKaHb). Hannuo pa3obweHne mopcoreHesa u ructoreHesa

Cxema HbHOKYNOBCKOU MHAYKUUN: B-kaTeHUH + VegT — cunbHas
akTuBauumsa reHoB XNR n siamois — TKaHb OCeBbIX CTPYKTYpP, HO HE camMu
oceBble CTPYKTYpbl . Cnabas aktnuBaumsa reHoB Nodal — BeHTpanbHas
Me3ogepma



Mo3gHAA 6nacTtyna nepea HayarioMm racTpynsiuuMm: YepHble CTPeriku — rpaHmua
cerperauum aKBaTopuanbHOMU 30HbI, roniybas cTpernka — 30Ha MecTo byayLieu
6opo3Aabl racTparibHOro BNnA4YMBaHus (UHBarMmHauum)

Temn numuTUpyroLwee 3BeHO
annodonuun, nayLien 3a cyetr
pagnanbHON MHTepKanauum —
KOHTaKTHas cerperauus KneTok,
BblAensaouwas KpaeByH
(sxBaTOpManNbHyK) 30HY
onactynbl (YepHble CTPEesikn)

EAWHCTBEHHOE OoTnn4ue ot
3NMGOIMmn KOCTUCTLIX PbIO B
TOM, YTO 3INUOONUA BKIKOYaeT B
cebsl COPTUPOBKY KIEeTOK, T. e.,
cama cpopmMmupyeT rpaHuuy
obOpacTaHuAa BeretatuBHbIX
KJIeTOK KfieTKaMun KpaeBOM 30HbI

[Jo Hayana racTpynauum
anubonua aBnsaeTcs
anddepeHunanbHbIM
NPU3HaKoOM AOpCanbHOro
CeKTopa KpaeBOW 30HbI




CMELWUMNBAHUE KINETOK PA3HOIO NMPOUCXOXOEHUA B
HOPMAJIbHOM PA3BUTUA

C Havanom racTpynsauummun OOLHOCTb NMPOUCXoXxaeHusA KrietTok yctynaetr
MeCTO OOLLHOCTH BEKTOPHOIO nosfid X KOJINIeKTUBHOIo ABM>xXeHus



K KOHLY OnacTynsauum KneTku npmoopeTaroT CNOCOOHOCTb K KOSNNIeKTUBHOMY
ABWXEHUI0 C naMeHeHneM ¢hopmbl (KPMBU3HbI) anuTenuanbHbIX nnacrtoB (3Al)

A-I' — penapauynoHHbIn MmopdoreHes
NU30fIMpoBaHHOro (hparMeHTa BeHTpPanbHOWM
3KToAepMbl No3aHen GnacTynbl, NN racTpyrnbl.
JlaTepanbHbIN NOTOK KNETOK ABUMXETCHA BBEPX Mo
rpagueHTy KPpMBU3HbI annKarbHOMU NOBEPXHOCTU
A, KpuBKM3Ha 6a3aribHOMN NOBEPXHOCTU CITYXXUT
napameTtpom. [locneayrowasn coopma nony4yaercs
U3 npeabiayLien ¢ NoOMoOLbI NPOCTOro
reoMeTpuyecKoro anroputma

[ — AMHaMuMKa 4acToT KJ1IeTOK pa3HbIX
TUNoB hopMbl
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lNMepea Hayanom racTpynaumm B3auMHble ABMXEHUA aHUMarbHbIX U
BereTaTMBHbIX FPYMn KNeTOK 3KBaTOpUanbHOW 30HbI MOYTHU
OyKBaribHO NOBTOPSAIOT CABUI XeJNITKa OTHOCUTENbHO KOPTUKANbHOro
cJ105 fiMua npu odbpasoBaHUM cCeporo cepna
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ARSI

endoderm

L)
LY 0
t

dorsal leading

edge (head)
mesoderm
NacTpynauma HauMHaeTcs €
B 3KBaTOpMaanOVI 30HEe AopcCaribHOro OKOH4YaHMA cerperaumm
CeKTopa BHYTpPEeHHUEe KIIeTKU Bnon3akT KreTok 3l oT BHYTPEeHHUX
B Onacrouesib N0 BHYTPEeHHEN CTOPOHEe knetok. OTpbiB 3l naet ot
Hapy>XHoro 3l TOYHO TakK Xe, KaK XXeJToK yrnoe 6nacrouens no

HanpaBneHuIo anuodonuu

BON3aeT B aHMManbHylo nonycgepy (o6pasoBaHue wenu Bpalue)

Anua npu obpasosaHumn CC



OGpa3oBaHue 6opo3abl ractpanbHoro BnauYuBaHusa (A) u ryobl bnacrtonopa
(B): ToHKas cTpenka — KonboBMAHaA KneTKa, rofiyoble CTpesiku — BeKTopbl
ABwXeHus, BC — konboBnaHaA KneTtka cBoaa ractpanbHOro Bns4mMBaHus

bopo3aa racTpanbHOro
BNA4YMBaHNA 6e3 OKpacKu
(B) n nocne okpacku
dannongnHom
NOsIMMEpPU30BaHHOrO aKTUHa

(N




MOP®OINEHE3 KOJIBOBUAOHBLIX KIIETOK N OBPA3OBAHUE
BOPO34bl TACTPAIIbHOIO BMNAYNBAHUA

KneTku BbITArMBaloTCA B anukob6asaribHOM HarnpaBneHuUU, CoKpaLaroT anuKanbHYyo U
pacwunparT 6a3arnbHy0 NOBepPXHOCTb. KOHTaKTHbIE 30HbI OTKNOHAKTCA OT HOpMaribHOM
OopueHTauMm n HopManuayrTcs, N3MeHAs dopmMy anukanbHOU noBepxHocTu I,
BeAyLien cebsl Kak ynpyrasa BHelWHAA o6ono4ka

U3bunparenbHas 6rnokaga KOMNOHEHTOB UuTockeneTa (F-akTUHa, MMO3UHa,
MUKPOTPYOOUYEK U KaTeHMHA) pa3ninyaeTcs CUNon aemcTtBmsa Ha mopdoreHes, HO 6e3
ocoboun cneuncpunyHocTn. CunbHee BCcero AeUCTBYeET AenonMMmepusauusa akTuHa,
NONIHOCTbLIO NoAaBnNsAs obpa3oBaHue KONGOBUAHbIX KNETOK U UHBarMHauuro

MmaBHaa yepTa MHBarMHauMm — UHBEPCUA anuKkobasanbLHON
nonapusauum Il1: 6azanbHaa murpauusa sgep, Cy>xeHue
anunkarnbHOM 1 pacwupeHue 6a3aribHOU MOBEPXHOCTU



MacTpynauma Xenopus ot obpasoBaHusa 60po3abl
racTpanbHoro snauyuBaHue (A) oo 3ambikaHua 6nacronopa (D)

Knetku BXogsiT B
AopcarnbHyKo ryoy
o6nactonopa (OArB),

yBeNnn4uBas TOJNWUHY U
NfaHapHYO KPUBU3HY
AOopcanbLHOro Kpas
ryobl, a NnOTOM yxXoaaT
BHYTPb, YMeHbLUas

TonwuHy A m
npubnuxasa dopmy

3aMKHYTOro brnacronopa
K OKPY>XHOCTM.
JlaTepanbHomy
pacnpoCcTpaHEeHUIo ryobl
npepLwecTByeT
obOpa3oBaHMe TaKux xe
Oopo3a racTpanbHOro
BNAYUBaAHUA, KaK npu
3aknagke O




FACTPYNALUNA HA
CAITMTTAIIbHOM CPE3E
3APO[bILLA

maBHas ocb Tena (oceBble
CTPYKTYpbl) — 3TO cnep,
MepUANOHarIbHOro ABUXEHUNA
AopcaribHOro Kpas ryobil
Gnacrtonopa

CTtpenka — nepexogHas 3oHa Al
(3oHa EMT): maTtepuan y opoHTa
ractpasnibHOro BNns4MBaHus
(npexopaa) nepBbIM Bbillen U3 30HbI
EMT v npoObIin B HEU HEJONro.
Cneayrowas nopuusa matepuana
3agepxuBaeTcs B 30He EMT wm
NPOXOAUT NOSIHbIN 3NUTENMNO-
Me3eHXuManbHbIU uukn (EMC),
obpa3ys BHyTpeHHuun 3l ¢
WHBEPTUPOBAHHOMN MOMSAPHOCTbLIO
KIeToK (xopaa)




HecTauMOHapHOCTb KNEeTOYHbIX NOTOKOB B racTpynsauuu Xenopus: cHa4yana
ABUXEeHUEe KNeToK K rybe 6nacronopa onepexaert ABUXKEeHUEe cCaMOM ryobl
(sanubonuro), u gopcanbHble MepuanaHbl COKpaLLaroTCA, NTOTOM HaobopoT,
annbonusa ryobl onepexaeT ABUXEHUE KIeTOK, pacTAruBasa gopcanbHble
MepuanaHbl. YXoA4 KNneTok BHYTPb 3aMeLlaeTCA NnaHapHOM MHTepKansauuen




oBuxeHue
NOBEPXHOCTHU
NnoATArMBaeT WNPOThI
K Kpato bnacrtonopa, a
COKpaLieHue onrot
noaTsirmBaeT Kpaw
Gnacronopa
HaBCTpevy 3TOMy
ABWXEHUIO

NMonoxurtenbHasn
obpaTHas cBA3b
Mexay ANNHON
AONIroT U CKOPOCTbIO
UX COKpalleHuns
BeAeT K pOCTy
MepuauoHaribHoum
KPUBU3HbI
NOBEPXHOCTU U, KaK
cnepcrTBue, ee
BBOpPa4YMBaHUIO
BHyTpb OB




FeomeTpusa aBnxkeHus (M3MeHeHUs (popMbl) HAPYKHOU NOBEPXHOCTM:
nepea BXoaoMm B ryoy aABmxeHune metku 3amepnsetca (40 muH), B ryoe
BO3HMKaeT «Npobkay», KoTopas npoTtankuBaeTcs BHYTpb (60-80 MuH),
nocrne 4yero mepuamoHanbHoe asumxeHue AOI'b naet 3a cuer
COKpaLlueHuAa guameTpa bnacronopa

e

/5 \ \\) Q (/ N\
\\// \ \//

0 MuH 20 MuH 40 mun 60 Mun

/

80 Mun 100 mun 120 mun 140 mun



KOPPEJISILUU U ®PAKTOPHBINU AHAJIN3 IJIOIAAEN

$110,9 $1108 ___

$210,7 S2[0.6 s2[0,8 S2[07
$31-0,75 S3]-0.8 §31-0.6 S3/0.6
S41-0,8 S4[-0,9 S41-0.4 S4[-0,7

IIpu BBOpAaUYMBAHUM HAPYKHOU MOBEPXHOCTH BHYTPb IUIOINAAb [IEPBOI0 U
BTOPOIO PSAa, a TAKKE TPEThEero M YeTBEPTOro psijaoB CBSI3aHbI (1)
KoppeJsuuen, BbIaeJasis IBa 0JI0Ka, NPOKCUMAJbHbBIN U THCTAJbHBIMN,
CBSI3aHHbIE (-) KOppeasiuuen



O6wan cxema nong racTpynsauUOHHbLIX ABNXEHUN B KpaeBOU 30HEe
racTpynsbl (A) n reomeTpny4eCcKn He3aBUCUMbIe KOMMOHEHTDI
KONJeKTUBHOIO ABUXEHUSA Hapy>XHoro cnos knetok (b-IN)

KpuBu3Ha apku
(vHBORNOLUSA)

"y
....
2

T

XXenTtoyHasa
npobka

JINlnHenHas annHa apkKu
(naTepanbHoe
pacnpocTpaHeHue)

YrnoBasa aonvHa
apku (annbonus)



BekTopbl aBuxeHusa [ Ha carutranbHOM cpese

~

MyHKTUPHbIE ‘ N
CTPenkKu — Bxoa u g R
BbIXOpM, KJIeTOK U3
nepexonHoOu 30HblI

OI'b, HaKOHEeYHUK —
ABUXeHune
AOpcanbLHOro Kpas
onacrtonopa

NMpu cTauMoHapHOM
ABWXEHUU pa3HMua
MeXxay BXoAoM U
BbIXOAOM AOJIMKHA
ypaBHOBELINBaTbLCH
annbonuen, a ecnu
HeT, TO AOMXKHbI
BO3HMUKaTb
ocuMnnauuu




O6pa3oBaHue gopcanbHoM ryobl 6nacronopa (O6) Topmosut
annodonuio, U KNeTku «cberarorca» K Arb: gopcanbHble MepuanaHbl He
YANUHSAIOTCSA, KakK npu anubonuun, a cokpawarTca (a, 6). Nocne
npoTarikuBaHus Knetok BHyTpb b, HaobopoT, «yberaeT» oT
ABUXYLLUXCA B €e CTOPOHY KNeTokK, anubonua BocCTaHaBNIMBaeTCA 3a
CYeT MepuaNoHaribHOro pacTsXXeHUs AopcalsibHbIX MepuanaHoB (B, I)

KnuHbsa —
yrosribHble MeTKMU,
CTPEesikKU — MOTOKU
KNeToK, 3aTeHeHa
nepexoagHasl 30Ha
Arb, yronweHHas
JINHUA — rpaHuua

3apopblileBblX

JINCTKOB




B utore, Bo3HUKaeT YepegoBaHne ABYX MOA KOSJIEKTUBHOIO ABUXEHUS
KINeToK — notoka knetok B AArb (a) n annéonun (6). HaunHaerca Bce ¢
annoéonuu (npearactpyna), 3atem — BoO3HMKHoBeHUue [AI'b n3-3a HakonneHus
KINeTOK B nepexoaHoun 3oHe (o6pa3oBaHue «npoodKu» B ryde), 3atem —
«npoTankuBaHue» NpPoo6Ku n Bo3BpalleHue anmoéonuu, nayLwien 3a cyet
niaHapHOU MHTepKanauumu Knetok Bcex crnoeB AI'b
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TopmoxeHue anunbonum ;
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NMpu oGpa3zoBaHnM OKPYXKHOCTU BnacTonopa oHa
pacnpocTpaHAaeTcAa B BuAe BOSHbI («CONIMTOHA»), HO ABUXeHne
KneTokK K ueHTpy OI'b nagert obicTpee ee narepanbHOro

KoHKkypeHUus LueHTpa 1 KpaeB pacnpocTpaHeHus

rybbi (B) ycTpaHsaeTcs nocne
npeBpaLweHns Kpaes ryobl B
«TOYKM c60opKku» (C)

JNlaTepanbHoe
pacnpocTtpaHeHue 6opo3abl
OT LeHTpa akmuesupyem, a
naTtepanbHbIN MOTOK KIeTOK
K LeHTpY uHaubupyem
BBOpayuBaHMe KINeToK B
OokoBble rybbl 6brnacronopa,
oTtcloaa —
nocneaoBaTesibHOCTb
cTaguu peaykumm pasBuTus
ryobl B DV HanpaBneHuu

NaTtepanbHbin Kpan A6 v BI'b He chopmupyroT rmaBHyr0 OCb Tesfla TONMbKO U3-
3a TOro, YTO KJleTKN KpaeBOMn 30Hbl yXoaAaT K ueHTpy A6



f'McTonornyeckasa CTpykTypa nonepeyHoro cpesa ractpyrbl
NACYLWKN C 3aMKHYTbIM Gractonopom (cTpernku — ohpopmrieHue
OOKOBOM NMTaCTUHKN)

Notocord

} Ectoderm

Mesoderm

Protentoderm

Yolk entoderm

Remnant of
segmentation cavity



MMcTonorMyeckas CTPYKTypbl NonepevyHoro cpesa Henpynbl

Neural crest

} Ectoderm

Neural canal

Mesodermal somite ___
Notocord

Parietal mesoderm
Visceral mesoderm

Ceelom !

Ve

’i‘l b .

Ventral mesoderm 4

seiRiiy;

T &a,t‘x“
- .

-

Yolk cells -T-g
Entoderm




OCHOBHOM NNAH CTPOEHUA 3APObILLA - 3AMUCH
PETMOHAIbHbIX PA3INYUNA, BOSHUKABLLUUX B XOOE
FACTPYNALUMNOHHbLIX OABUXEHUN

DV pudcpepeHumnpoBka U3meHeHne bopmbl maTepuana,
Me3oaepMbl MO3BOHOYHbIX oGpasyroLiero mesoagepmy

Pro

Pro @

B xoge ractpynsauumn B DV cekTopax OKpYy>XHOCTM Gnactonopa reomMeTpusi yxoaa
BHYTPb KNeTOK dyayLwien mesoaepmMbl BeAeT K pa3fiuiymio B NSIOTHOCTU UX YNAKOBKU U
CTeneHu anuTenuMsauum: B AopcaribHOM CEKTOpe OHa CNIMLLIKOM BefivKa, B
rateparnbHbIX CEKTOpax B caMbii pa3, a B BEHTParibHOM CeKTope CIULKOM Mana aons
obpa3oBaHus anuUTenuanbLHOro nnacra



Cxema cTpoeHus
3apoabilia NAryLwKu
Nno 3aBepLleHnmn
nepBUYHOrO
MmopdooreHesa
OCeBbIX CTPYKTYpP Ha

CarnTrajsibHOM Cpe3e.

3a nepegHUM Kpaem
XopAabl — pbixnas
npexoppanbHas
Me3oaepma, He
n3obpaxeHHas Ha
pucyHke. CpegHumn
Mo3r (m) — rpaHmua
rorioBbl U TyroBMLLa

nce
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KapTa nepBuYHbIX Npe3yMNTUBHbIX 3aK1agokK

Epidermis \

Neural plate
KapTta Xenopus: A — 4

Supra- :
NOBEepPXHOCTb NpeAaracTpynbl, beitopea= Tl il iggmes
B - npearacTpyna be3 endoderm mesoderm — S8 B oo
MbICNIEHHO yAaneHHoro AP \
——
Hapy)>XHOro Crlosl KNeToK Subblastopordl Somites” ~———" “Heart
endoderm
(A) EXTERIOR (B) INTERIOR
Kapta narywku (C): nepegHsas
p ry ( ) p ‘D‘ Ectoderm Animal Ectoderm Ectoderm

4yacTb 3HTOAEepPMbl obpa3yeTtcs Mesoderm

KaK y Xenopus, a 3agHAA 4YacTb
obpa3yeTcs CMblKaHMeM nopa
XOpAou natepanbHbIX KpaeB
3HTOAEepMbl. [10 3aMbIKaHUSA

apxeHTepoHa xopaa v

Me3oaepmMa COMUTOB obpasyeTt

ero Kpbiwy — KpbILy NepBUYHON

Archenteron
<0

entral Yolk

lip plug
KULLUKUAN Neural fold
Cynbba maTtepuana C
3aBUCUT OT xoaa _
MopdoreHesa, a He OT Gastrgl!(a)'gon R

NMPOUCXOXAEHUA KINeTOK



LLINEMAHOBCKAA UHOYKUUA OCEBbBIX CTPYKTYP

Chordin-depleted
organizer

A-C — nepecaaka ¢pparmenra JII'b (1ukuii THI) HA BEHTPAJbHBIN MOJIOC 3aPOAbIIIA
(anbOuHoC). D-E — Bce To ke camoe, HO Y IOHOPA BBIKJIIO4YeH chordin



Oencteue AIb — «opraHnsaTtopa» - 3aBUCUT He TOSIbLKO OT matepuana A6 v ero
HOBOrO OKpPYXXeHUs nocrie nepecagku, HO U oT MopcoreHesa nepecaxeHHOU
TKaHU HA HOBOM MeCTe — NO3TOMY UcxXoa B3aMMoaeucTBUA MHAYKTOpA C
pearmpyrowen TKaHbO He AeTePMUHNPOBaH




3KCMPECCUS br aChy ury chordin

T’EHOB B
FACTPYNAUUN
XENOPUS

gsc




Kapra 3xkcnpeccuu reHoB y Xenopus

Ventral
Center

CV-2
Tsg =
Xolloid-r

Sizzled
BMP4 **

BMP7 **

Ectoderm

%

Mesoderm

Endoderm

- [JIMKONPOTEHHBI ¢ IUCTEMHOBBIM Y3JI0M H
ruIpo(poOHBIM CerMEHTOM, MUIIIEHb - MATPHUKC

*¥* - MeTaJJIONPOTEea3bl, MUILIEHb MATPUKC

Dorsal
Center

Chordin*
Noggin
Follistatin

Frzb-1
Crescent
sFRP2
Dkk-1
Cerberus
IGFBP5

ADMP
BMP2 **




NMPEPEKPECTHOE (-) BBAUMOLOEUCTBMUE
AOOPCAJIU3YIOLLUX U BEHTPAJTU3YHOLLUX
T’EHOB (BMECTO N'PAOUEHTOB)

Epidermai Neural
ectoderm ectoderm
Yactors: Organizer
BMP-4 factors:
th chordin
BNIRES noggin
foltistatin

Mesoderm




CXEMA rEHETUYECKOM
PErynauum nPn1 o OPMNPOBAHUA
OCEBbIX CTPYKTYP

onoBHas HeMpanbHaAa TKaHb —
BbikntovyeHue BMP + BknroyeHue FGF.
Anungepmuc — coxpaHeHue BMP vn
BbiKrntovyeHue Xnr. Xopaa — BbIKNHOYEHUE
Wnt n BMP, coxpaHeHue Xnr, pob6aBkKa
FGF — comuTbl. BbikntoyenHue FGF n BMP
Cc coxpaHeHuem Xnr - aHTOAEPMA

'eH MoXeT NOCTOSAHHLIM MapKepoMm
TKaHu (Hanpumep, reH noggin), HO He
y4yacTBOBaTb B €€ pa3BUTUMU

OauHakoBble HAabOpPbl FEeHOB MOryT
O3Ha4yaTb pa3BUTUE pa3HbIX TKaHeW, B
3aBMCUMOCTMU OT NnocneaoBaTesibHOCTHU

MX BKNHOYEHUA - BbIKITHOYEHUS

BOJIbLUE BCEMO CUCTEMA
CUrHATNbHbIX NYTEWN MOXOXA HA
NABUPUHT

Animal cells

BMP v
FGF

—>

BMP
Xnr V¥

Pro-neural fate

Pro-epidermal fate

Equatorial cells

BMP v

FGF —»
Xnr

BMP v

Wnt V¥ ——p

Xnr V

BMP v

= -
Xnr

Pro-myogenic fate

Vegetal cells

Xnr
FGF v [—»

BMP V¥

Pro-endodermal fate




Cxema BO3HUKHOBEHUA opraHn3aTtopa y Xenopus: OoTMeHa
curHana BMP pa3pbiBaeT KOHTYp oOpaTHOM CBA3M,
noafepXXMBawLWMN anngepmManbHyO AgeTepMUHaLUUI0

Noggin, Chordin,
Cerberus, DAN... WNT

—  FGF [3Catenin

A

AnfanaanAARaananAanann
o S

Smad 1,5, 8

wounding

@

Cat++




Nuaykuus HeupajabHOU TKAHU necuyuHkamu (Si02). Sox3 — oauH U3 NaH —
HeHpaJIbHBIX I'eHOB, B — 010kaa nuToKkepaTuHa (CBeTibie KiIeTku), C -
KOHTPOJIb

UHayKumsa npoucxoanT ns-3a pocta KOHUeHTpaumMm MOHOB
Kanbuus, aktusupyrowmx MAPK, a poCcT KOHUeHTpauum Kanbuma
— CTaHAapTHasa peakuusa TKaHu a nrboe MexaHu4yeckoe
noBpexaeHue. lNyckoBoun mexaHusm — onokaga BMP4



FacTpynsaums octpomopaom (Rana arvalis) v TpassHown (Rana
temporaria) nArywkun: akBupuHaribHasa nepecTtpomka CUCTEMbI
MopcoreHeTUYECKNX KOppensauum n TeMmnoB pa3BUTuUs

R. temporaria: cnadas cBsi3b GopmMbl ryonl ¢ GpopMoOH KpaeBoOM 30HbI 0J1aCTYJIbI



dopma rybbl 6nacronopa n cxema
N3MEPEHNA ee XapaKTepPUCTUK

PocT Harc — BoBrne4eHue KneTok B opcasibHbIA CEKTOP ryobl, Larc —
nartepanbHoOe pacrnpocTpaHeHue rybbl, pocTt Aarc - anubonusa



JAMHaAMKMKA TeMIIOB racTPYyJIsiUM AJ51 A0COJITHBIX U HOPMHUPOBAHHBIX (NOrm)
3HAYCHUU MPU3HAKOB

100 harc | aare
90 240 137€ 200
30 220 180
200 160 .
Zg 180 /140 Rana arvalis
50 160 120
40 140 100
30 120 80 Rana
20/ 100 00¢ temporaria
123456 T 1234561 123456
| *
5 5 5 .
harc(norm) larc(norm) aarc(norm) Homepa u3mepeHuii
4 4 4 CO CTATHCTHYECKH
I0CTOBEPHBIMHU
3 * 3 3 MEKBHIOBBIMH
% o pa3JIMYHSIMHA
2 2 o 2 %
1 1 1‘

1234567123456 7123456T

Y R. arvalis oKpyXXHOCTb OnacTtonopa oyepumBaeTcs ObICcTpee,
pacnpocTpaHASACb BAOSIb rPaHULbI C XXeJITKOM, HO 1U3-3a 3TOro AMameTp
Gnacrtonopa oKkaxbiBaeTcs 6onblue, U OH AOoriblue 3aMblKaeTcA



Y R. arvalis ropa3no cunbHee CBAA3b MeXAy 3Ha4YeHUSAMUN NPU3HAKOB Ha
nocriegoBaTesibHbIX CTaAuUsiX pa3BUTUSA: 3TO O3HAYaeT, YTO MHAMBMAYalNbHbIe
TpaeKTopuu pa3BUTUSA YCTOMYUBLI, «3aNOMUHas» HavyaribHble YCII0BUS

R. arvalis —
npeaKkoBbIN
BUA

R. temporaria —
HOBbIWN BUA

OECTABUNU3AUUA MHOMBUAYATIbHbIX TPAEKTOPUA PA3BUTUA
HE BEOAET K CHUXEHUIO NMPUCIMOCOBIIEHHOCTH



CenekTuBHasa HeNTpParnbHOCTbL AecTtadbunusaumm MHAMBUAYanbHbIX
TPaeKTopun pa3BUTUA — OCHOBHOE OT/In4YMe pa3BMBaKOLWMNXCHA CUCTEM
OT PYHKLUMNOHANBbHbIX. ITO CYLLeCTBEHHO pacLuMpsieT BO3MOXHOCTHU
oTbopa, NO3BONAA pacMPATb USAMEHYUBOCTb U HOPMY peakuuu 6e3
HapyuweHus cpyHaamMmeHTanbHon TeopemMmbl Puwiepa

Y R. temporaria oTOOp HanpaBrieH Ha akcenepauuio pa3BUTUSA Ha ero
paHHUX cTagusax; NpPu 3TOM OTOMPAKOTCA 3apoAabIlln C MeHee XeCTKOWU
3aBMCUMOCTbLIO NOocCrieayoLWmnx cTagum pasBuTusa ot ero
npeabliaywWmMx ctagumn

BoT npumepHana cxema Takoro otbopa:

TOOP HA aKCeJIepalMI0 PA3BUTHUSA
OciabieHne Koppeasiuumn
B oTcyTcTBMe OTOOpa AOMKEH NPOUCXoAUTb OOpaTHbLIN
npouecc — HarnpaBneHHOe HaKomnsfeHne cenekTUuBHO

HeUTpanbHbIX KOppenauun Mexay npeabiaywumMm
nocnenyrowWUMN CTaauSIMM pa3BUTUA



