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amuoOmii 345

Crernudukariisg 3apobIIeBhIX JICTKOB 345

JlopcasibHO-BeHTpasbHAS U TiepeaHe-3aaHsIst ocu 346

Paoora I'anca IlInemana u Xwiabapl MaHTOJIb:
nepBUYHAsE IMOPUOHANBHAS UHILYKIUS 346

MouanekyisipHbie MeXaHU3MbI (DOPMUPOBAHUS

oced 3¢eMHOBO/IHBIX 348
Kax o6pasyercs opranusaTop? 348
DyukMu opranusaropa 353

WMHaykiusa HelfposKTOAepMBbl U JJOPCAIbHOM
Me30/IepMbl: THTHOUTOpbl BMP 354
Coxpanenne nepenayn curHagoB BMP B xoze
JIOPCAJIbHO-BEHTPATIbHON Pa3MeTK1 356
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12 Copepxanue

PervonanpHas crnenupuyHOCTh HEHPOHHOI
MHYKIUU B/IOJIb aHTEPHO-TIOCTEPHOPHONH OCH

Creuundukaius jeBo-npaBoii ocu
Pannee passutne Danio rerio

IIpo6aenne sinekaerku Danio rerio:
H3y4eHHe Mpolecca

lacrpyasimus u ¢popMupoBaHue 3apOAbIIIEBHIX
JINCTKOB

Passutne snubonun
I/IHTepHaJII/ISaL[I/IH runobiacTa

3apo/bINIEeBbIN MUTOK U HEUPATbHBIN KUJIb

IIpouece dbopmupoBaunus JopcaibHO-
BEHTPaJIbHOIl ocu
[y6a Gaacromopa y pbio
Pasznmenenne cum Nodal 1 BMP Bo Bpemst
JE€TEPMUHAIIUU OCU

@dopmMupoBaHue JeBO-NPABOii OCH

358
361

362

365

366
366
368
369

371
371

372

374

MTyvubl 1 MnekonuTawLwme 377
Pannee pa3Burue mruif 379
JlpobyeHue y nTHil 379
TacrpyJisiitust y 1rruit 379
Crenudukanms oceil 1 poJib OpraHu3aTopa
B 9MOPHOHAX IITHII 386
DopmupoBaHue JIeBO-IIPABOI aCUMMETPUU 387
Pannee pa3Burue MJIEKOMUTAIOMINX 388
JIpoGiieHne y MIIEKOITMTAIOIIUX 389
Tpodobract nau BKM? Ilepsoe perienue,
oTpejiesisATolee BCIO AATbHERTIYIO JKU3Hb 391
TacTpyJisiiiust y MIIEKOIUTAIOTINX 392
Dopmuposanue oceit Teaa y muekonuraonmx 396
Bomsnersr 402
IIocaecaoBue 404

YACTb IV ¢ CTpoMM U3 3KTOAEPMbI: HEPBHAsA CUCTEMA NO3BOHO4YHbIX

M anunaepmuc

dopmupoBaHue n pasmeTka

HEpPBHOI TPYOKMN 409

Tpaucdopmanusi HepBHOI MJIACTHHKH

B HEpPBHYIO TPYOKY: poxkaenue ITHC 411
[TepBuunast HelpyasAUst 412
Bropuunast HelipyJistiiust 421

PaszmeTka 1ieHTpaJbHOU HEPBHOI CHCTEMBI 422
[Tepente-3amauss och 422
lopcanbHo-BeHTpaIbHAS OCh 422
[TpotuBocTosime MophoreHs 422

Bce ocu cxonsarcsa 426

409

PocT mo3ra 429
HeiipoanaToMus pa3BuBaloleincs
I[EHTPAJTBbHON HEPBHOU CHUCTEMBbI 429
Krerkn pasBmBaomieiics 1eHTpaTbHON
HEPBHOI CHCTEMBI 430
Tkanu pazBuBaloneiics MeHTPATLHON HEPBHOM
CUCTEMBbI 430
MexaHu3mbl pa3BUTUSA, PeryJupyiolue pocT
MO3ra 435
IloBenenue HelipasbHBIX CTBOJIOBBIX KJIETOK
BO BPEMs JIeJIEHUs 435
Heiliporenes: crpoiika cHU3y BBepX
(UM UBHYTPU HAPYIKY) 437
st Kak MaTpUKC 71T MO3KEUKa
1 HEOKOPTeKca 438
CurHaJibHble MEXaHU3MBbI, PETYJIUPYIOTTHE
pasBUTHE HEOKOPTEKCA 438
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Copepxanue 13
Pa3Burtue yesoBeyeckoro Mosra 441 MecTHbIe 1 1albHOIEHCTBYTOINE
DeTabHBII POCT HEHPOHOB OCJIE POKIACHUS 442 HAIPABJIAIONINE MOJIEKYJIBL: JOPOXKHbIE 3HAKU
XO0JIMbI BBICATCS HA TOPU3OHTE 00YUEHMSI 442 1151 3apO/IbIIiia 478
Tennr pocTa Mo3ra 444 ITarrepn usberanus: appuHbl U ceMadOPUHDI 478
V3MeHEeHUsST B KOJTMYECTBE TPAHCKPHUTITOB 445
[TopOCTKOBBINT MO3T: TIOAKIIOYEH U PACKOBAH 446  Kak akcoH mepecekaer 10pory? 480
..Herpun 481
Slit u Robo 481
IIyTeniecTBe aKCOHOB TAHTJIMO3HBIX KJIETOK
KneTtku HepBHOro rpeGHs ceTdaTRH 482
n cneLl,Vld)Vl'-lHOCTb aKCOHOB 449 PocTt akcoHOB raHTIMO3HBIX KJIETOK
K 3pUTETHHOMY HEPBY 482
Hepanbiii rpeGenn 449 PocT aKCOHOB TaHTJIMO3HBIX KJIETOK CETYATKH
CKBO3b 3PUTEJNHHYIO XUABMY 483
Pervonanusanusi HEPBHOTO rpeGHs 451
HepBHblii rpeGeHb: MyJIbTUIIOTEHTHBIE Bpi6op mumenn: «Mbl yxe Ha mecre?> 484
CTBOJIOBBIE KJIETKH? 452 XeMoTakTuueckue GeKu 485
Bhr MUIIEHN aKCOHAMM CETYATKU: BUAETh —
Cueuudukanys KJIEeTOK HEPBHOIO IrpeOHs 454 Gop 0 a A
3HAYUT BEPUTDH 485
Murpanust KJIeTOK HEPBHOTO IpeOHs:
U3 JNUTEJIUS] B ME3EHXUMY U He TOJIbKO 455 o OPMHpORAHHE CHHATICA 488
JlesraMuHanus 455
JBUoKyIIast cuia KOHTaKTHOro MHrubuposanus 458
KoJuiekTrBHasE MUTpaliyst 459
Iyt Murpaiuu KJIETOK TYJOBHUIIIHOTO
HEPBHOTO IpedHs 460
BenTpasnbHblii yTh 461
[lopcasbHO-TaTepasbHBIN TYTh 464  JDKTOAEepMasibHble NMaakoabl
o . M anuaepmMmuc 493
Tos0BHOIH HepBHBII Tpebenb 465 Aep
Mouzaens <npeciaenyii u 6ern» 468
TAHUTONKATL: XUTPOYMHOE COTPY/IHHYECTBO 468  YepemnHble mIaKo/bl: YyBCTBA Hallell rOJIOBbI 494
. VHAyKIMS YePEmHbIX MIaKO/ 495
CkeJier yepena, 00pasyOIUC U3 HEPBHOTO . .
rpeGus 470 PasBuTie cyXoBOii M aTMOPaHXUATIBHOI
ILIAKOJL; OOIIUI OTIBIT 495
CepieuHblii HEPBHBIH rpeOeHb 471
PA p p Moporenes Ty1aza TO3BOHOYHBIX 501
YcraHOoBJIeHUE aKCOHAJBHBIX IyTeil B HEPBHOM DopmMupoBaHue TIA3HOTO TOJIST: 0Opa3oBaHue
cucreme 471 CeTYaTKM 502
KoHyc pocTa: BOAUTENb U ABUIATENb AKCOHA WnpykimoHneiil Kackaz XpycTaluK—ceTdaTka 504
B MOKMCKE MHIIEHU 473
Rho nefictByer Ha akTHHOBBIE (DUTAMEHTHI O] IdnuaepMUC U KOKHbIE MPHIATKH 505
BJIMAHUEM CUTHAJIBHBIX KACKA0B 473 TIporCXOKICHNE DTUICPMICA 507
Hagenenune akcoHa 475 IKTOoLepMaJIbHbIE TTPUIATKA 508
CurHajgbHble TIYTH, B KOTOPbIE MBI MOXKEM
BuyTpeHHee nmporpaMMHpOBaHHE HABUTAIUH p 509
MOTOPHBIX HEHPOHOB 476 BOHSHTD 3yObl
Kierounast ajresus: MexaHusM, 4TOOLI CTBOIOBBIE KIETKHM 9KTOAEPMATIbHBIX
VEPIKATHCST HA Ty TH 477 [PUIATKOB 510
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14 CopnepxaHue

YACTb V ¢ lo3gHee pa3BuTue Mme3onepMbl U SHTOAEPMbI:

opraHoreHe3s

(@

MapakcunanbHaga me3ogepma:

]

3

COMMUTbI U UX MPON3BOAHbIE 515
Kierounpie THIIBI COMHTA 518
Onpepnenenne mapakcHaabHONW Me301ePMbI
U KJIETOYHOTO PAa3BUTHUS BIOJb NEepeHe-3aHel
ocH 519
Crenudukanus nmapakCuaabHONH Me30AepMbI 519
[TpocTpaHCcTBEHHO-BpeMeHHas KOJMHEapHOCTh
skcrpeccun Hox-reHos ompezesser
UIAEHTUYHOCTH CTPYKTYD TYJIOBHILA 521
Comurorenes 524
YammHeHne ocu: KayajdbHasi 30Ha
[PEIIIEeCTBEHHIUKOB U MEKTKaHeBas a[re3us 525
Kak dhopMupyercst COMUT: MOJIEITh YaCOB
U BOJHOBOIO (hpoOHTA 528
Ca#3b 4acoB 1 BOJIHOBOTO (pponTa ¢ Hox-
OIIOCPEZOBAHHON 0CEBOI UIEHTUYHOCTHIO
U 3aBepIIeHNEM COMUTOTeHe3a 533
PasBurne ckieporoma 535
DopmupoBaHue MO3BOHKOB 537
DopmupoBaHne CyXOKUJINN: CUHAETOM 540
PasBuTtne nepMoMuoToMa 540
JleTepMUHAIS LIEHTPAIBHOIO AEPMOMUOTOMA 542
JleTepmunaiusi MuoToMa 543
MpomexyToyHaa me3onepma
n mesogepma G0KOBOW NMJIACTUHKMU:
cepaue, KPoBb M MOYKN 547
IIpomeskyTounast Me3ozepMa: MovKa 548
Cnenudukanusi IpOMe:KyTOUYHOH Me30/1€PMbI:
Pax2, Pax8 u Lim1 550
Pemunpoxneie B3auMo/IeliCTBUSI TKaHeH
pPa3BHUBAOIIENHCS TTOYKH 551
MexaHu3Mbl PEIUITPOKHON MHIYKIIMK 552
Me3soepMa G0KOBOIA IUIACTHHKH: Cep/le
U KPOBEHOCHAsI CHCTEMA 557

515

Passurne cepama 558
MuHnuaTiopHOE CepaLe 558
DopmupoBanme mosel cepana 558
Crenudukanys KapAuoreHHOW Me30ePMbl 560
Murpanus KJIeTOK-TpeANIecCTBEHHNKOB cepana 560
Havano auddepeHnnpoBK KJIETOK cep/iiia 563
O6paszoBanue TETJIN CEPACYHON TPYyOKU 563

MdopmupoBaHre KPOBEHOCHBIX COCYOB 565
Backynorenes: nagano ¢opMIpoBaHus
KPOBEHOCHBIX COCY/IOB 565
AHTHOTeHEe3: BETBJIEHNE KPOBEHOCHBIX COCY/IOB
U TIEPECTPOITKA COCYANCTOTO pycJia 568

KpoBeTBopeHue: CTBOJIOBbIE KJIETKH

U JOJITOKUBYIIHE KJIETKH-TIPEAIeCTBEHHUKH 568
MecTa KpOBETBOPEHUsI 568
Huma I'CK B KocTHOM MO3re 569

IMocaecnosue 573

Pa3BuTue KOHEe4YHOCTU TeTpanoy, 575

AHATOMHS KOHEYHOCTH 575

IMouyka KoHeuyHOCTH 576

JIndPpepennpoBKa cKejleTa KOHEYHOCTH

3a cuer Hox-renoB 578
OT IPOKCUMAJIBHOTO K AucTasbiomy: Hox-

TeHBbl B KOHEYHOCTH 578

Kaxk onpenennts, Kakylo KOHEYHOCTb

¢dbopMHpPOBATDH U T/I€ €€ PACIOTIOKUTD 580
Cruerudukaiius mojeii KOHeYHOCTH 580
Wupykins panHeil Io9Ku KOHEYHOCTH 582

Pocrt: popMupoBaHue MPOKCUMAaIbHO-

JIMCTAJIbHOH OCH KOHEYHOCTH 587
ANMUKaIBHBIN 9KTOEPMATBHBIN TPebeHb 587
Crienimukanst Me30/lepMbl KOHEYHOCTH:
JICTEPMUHAIIIS TTPOKCUMAITBHO-INCTATIBHON
MOJIIPHOCTH 588
Monens ThiopuHTa: peaKImOHHO-

b by3UOHHBI MEXaHU3M TTPOKCUMAJIBHO-
JIUCTAJIbHOTO PA3BUTUSI KOHEUHOCTH 589

Cnemudukanus nepeaHe-3ajHeil ocu 593
Sonic hedgehog onpenensier 3ony
HOJISIPUBYIOLIEH aKTUBHOCTH 593
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CopepxaHue 15
Crenudukanus WIeHTHYHOCTH TTAJIbIEB
oz BausinueM Sonic hedgehog 396
Sonic hedgehog u FGF: euie onna nerst
MTOJTOKUTENLHON 0OPaTHON CBSI3N 597
. AHTOmEepMa:
Hox-reHbl Kak 4acTh PEryJsiTOpHOit
. TPYOKM 1 OpraHbl A1s NULLeBapeHns
cetn, obecrieunBaoniei crnenuduKauio
UIEHTUYHOCTH IaJIbIeB 597 Y AblxaHus 607
MopmMupoBaHHe I0PCATbHO-BEHTPAJIBHONH OCH 600 Iorka 609
TuGenb KiaeTok u (popMHPOBAHKE NAJIbLEB Kuweunas 1py6ka u ee HpouHSBOHHHe 611
U cycTaBos 602 Crerudukaiiys KUIIeYHON TKaHU 613
IIpumaroutbie OpraHbl: ME€Y€EHb,
DopMupoBaHme ayTOMOANS 602 .
MOJIKEJTYTIOUHAST JKeJle3a U JKETIHBIN TTy3bIPh 614
Dopmuposanne cycTaBoB 602
IpixaTenpHas TPyOKa 617
IBOIOIHSA MyTEM U3MEHEHUST CUTHAJIBHBIX DINUTENINO-Me3eHXUMHbIE B3aUMOEICTBIA
IEHTPOB KOHEYHOCTH 603 1 OMoMeXaHWKa BEeTBJICHUS B JIETKUX 618
YACTb VI ¢ NMocTtamOpuoHanbHOEe pa3BuTue 623

iF

)

N F Perenepanusi: moBTopeHre sMOPHOHATILHOTO
% )? .

. pasBuTHS? 641
.
IJBOJIONIMOHHBIN B3TJISI] HA PereHepaluio 643
MeTtamopdo3:
ropMOHasnbHaa peakTuBaums passuTUs 623  Mexanuka pereHepanuu 646
Perenepanus y pacrenuii 647
Meramopdo3s y ampuduii 624 .
ToTUIOTEHTHBII CII0CO0 pereHeparyu 647
Mopddosorndeckue n3ameHeHus1, CBI3aHHbIE g
¢ MeTamopdosom avdubHii 624 leeCHbie 1eJTUTeNIbHbIE CHJIBI MEPUCTEMBI
. pacrenmii 648
TopmoHabHBIN KOHTPOJIb MeTaMopdo3a
amubuit 626 perenepamus Bcero Tena Y sKHBOTHBIX 652
[Iporpammbl pazBUTHS ¢ PETMOHATBHOMN
Tunpa: pererepariusi 3a cueT CTBOJIOBBIX
crenupuIHOCTHIO 628
KJIETOK, MOpdatakcuc  amuMopdo3 652
Metamop}03 y HaCEKOMBIX 629 Perenepaliust 3a CU€T CTBOJIOBBIX KJIETOK
WNmarunaibHble AUCKU 630 y IJIOCKUX 4YepBeit 655
TopmonasibHbINT KOHTPOJIB MeTamopdo3a
Y HACEKOMBIX 633 Txanecmenuduunasi perenepanus y >kuBoTHbIx 663
MosekyasipHast GMOIOTHST aKTHBHOCTH Camamanzpa: smuMOpdHast pereHeparst
20-ruaposKaAn3oHa 635 KOHEYHOCTU 663
JleTepMUHAIIMA UMATHHAJIBHOTO JMCKA KPbLIa 635 Omnpenenenne KIETOK B pereHeparmonHon
Guacreme 664
Poibka Danio: u3BjieKas MeXaHU3Mbl
perenepanuu 667
Perenepaiusi y MieKonUTaIONIUX 675
PereHepauusa: Komnencaropnas perenepanus rnedeHu
pa3BuTUE Ha cny>xbe BOCCTaHOBNEHMUSA 639 MJIEKOTTM TAIOTITHX 675
WraucTeie Mbln: TpaHb MEXK/y pereHepalyeit
Onpenenenne npo6IeMbl preHepanium 640 n o6pasoBaHueM pyoOIa 677
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CopoepxxaHune

HopmanbHOe paszButue

M1 natosiorus:

BPOXOEHHbIe AedeKThl, BELLLECTBA,
HapyLwaloLwme SHOOKPUHHYIO CUCTEMY,

N OHKOJNornyeckne 3aboneBaHus 681
Posb cryvas 682
lenetnyeckue oMUOKH B Pa3BUTHH YeJOBEKa 682

Passurtne u Ipupojia TEHETUYECKUX CUHAPOMOB

y desioBeKa 682

Tenetnveckast u heHOTUTTHIECKAST

reTeporeHHOCTh 683
TepaToreHes: aTaku cpe/lbl Ha pa3BUTHE
SKUBOTHOTO 684

AJIKOT0JIb KaK TepaToreH 685

PeruHoeBast KMCJIOTa KaK TepaToOreH 690
BemectBa, Hapymalomuye 3HIOKPUHHYIO
cucTeMy: SMOpPUOHANbHbIE UCTOKU 3aboeBanuii 691

JuaTric TuIb03CTPOI 692

Bucdernon A 694

ArpasuH: SHJIOKPUHHBIE HAPYIIIEHWS,

BBI3BIBAEMbIE HAPYIIIEHNEM CHHTE3a TOPMOHA 696

TwapaBmuyeckuit pa3puiB IJIaCTa: HOBBIN

MOTEHIUATTHBHBIN NCTOUHUK BEIIECTB,

HapYIIAOIUX 9HIOKPUHHYIO chepy 697
HacnenoBanue HapymeHuii pa3BUTHs 698
Pak kak 3a0osieBaHue, CBI3aHHOE C pasBuTHeM 698

OmnkoTepanus, OCHOBaHHas Ha (akTopax

pasBUTHS 704
IocaecaoBue 705
PasButue n ssonouus:

MexaHU3Mbl O1onorum pPa3BnUTUA

B 3BOJIOLMOHHBIX U3SMEHEHUSIX 707
Mojesib TeHeTUKU Pa3BUTHS B 9BOJIOIHOHHBIX
U3MEHEeHHUSTX 708

IIpeanoceiiku 3BOTIONHH 708
CTpyKTypa pasBUTHs B FeHOME 708
Moy IbHOCTD: JIMBEPTEHIINS Yepes
IMCCOTAALINIO 708
MoutekyJisipHast 9KOHOMUST: Y TJINKAIHS TEHOB
1 AWBEPTEHITNS 710

MexaHu3Mbl 9BOJIOIMOHHBIX U3MEHEHUI 714
Terepotornust 714
Terepoxponus 715
TerepomeTpust 716
Tereporuius 718

Orpanuyenusi, HaKJIa/[bIBaeMble Pa3BUTHEM

Ha YBOJIIOIUIO 719
Dusnueckne orpaHMYEHUs 720
Moporenerndeckie orpaHndeHust 720
[Lnefiorponnbie orpanndenns u u3bbirounocts 720

IKojIoruyecKas 3BOJTIONMOHHAS OHOJIOTHS

pa3BuUTH 720

I[InacTuuHOCTh — MEpPBas IBOMIOLHSA 721
TeHeTHYeCKast aCCUMUJISIINS B JTAOOPATOPHBIX
YCIIOBUSIX 722
Tenernveckast aCCUMUJISATIAS B TPUPOIHOMN
cpene 723

OTGupaemMble SMUTEHETHUECKHE BapraIliu 724

IBoouyUsa 1 CMMOMO3 Pa3BUTUS 726
IBOJTIOIUST MHOTOKJIETOUHOCTH 727
IDBOJIONUS TIATIEHTAPHBIX MJIEKOTTUTAIOTINX 727

IlocnecnoBue 727

MpunoxeHue 731

Kparkoe pykoBO/ICTBO 1O MOUCKY

M IOHMMAHHUIO HAYYHbIX CTAaTEd MO OMOJOTHH

pa3BUTHUS 731

HUccnenoBanue 1ist ucciae1oBaHus 731
ITouckoBoe ucciegoBanme 731
Hasuramus no 6a3e ganubix PubMed 733
[Honyuenne PDF-aiina crarbu 733

Omnpenenenne aHATOMUH HCCJIEIOBATEThCKOM

padoThI 733

Moccapun 735

Yka3artenb 791

PeueH3eHTbl 12-ro uspaHua 800
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