3AKOH

IIpocnneKTUBHDbIE A]?M‘%ﬁﬂaﬂn 3apOAbILIA: MHOKECTBO
BO3MOKHbIX BADUAHTOB CYAbObI 00J1aCTH (IMHAMUC 110
ApuCTOTEII0)

IIpocniekTHBHOE (IPE3yMNTUBHOE) 3HAYEHHE 00/1aCTH
3apo/bilia: Cyab0a JaHHOM 00JIACTH NPH HOPMAJbLHOM XO0/1e
Pa3BUTHA (FHTEJIEXHUA 0 APUCTOTEIIO)

3AKOH JIPUIIA: npocneKTUBHbIE MOTEHIUUA 00JIACTH IIHPeE

ee NMPOCIEeKTUBHOI'0 3HAYEHHU . ITO IMOPHOHAIBHbIE Peryasiiuu Npu
U3MEHEHUH YCJIOBUM PA3BUTHS, 4 B HEU3MEHHbIX YCJIOBHUAX — H3MEHYUBOCTh
HOPMAJILHOTO PAa3BUTHS

IKBUNMOTEHUUAIIBHOCTb MO APULLY: kaxpasa yacTtb

pa3BuBaloOLLEeNCA CUCTEeMbl paBHO3Ha4YHa cUCTeMe Kak uernomy. 3T1o
BO3MOXHO TOJIbLKO NPU paBeHCTBE HaYalNbHbIX YCNOBUNA pa3BUTUA
(Dyctiostelium)



OBPA3OBAHUME U ANWODEPEHLUUPOBKA MIA3MOOUA Y Dyctiostelium

uonebai6by

|
Time (h) 6

Streaming

XXN3HEeHHbIN COCTOUT U3 YepenoBaHUA
OAHOKIeTO4YHOWN (0OAUHOYHbIE aMeObl) U
MHOrOKfieToYHOM (nnasmoaun, obpasyrowmm
nroaoBoe Teno) cdasbl

aggregation l

mound l

tipped mound

slug

NMpu paBHOMEpPHOM pacnpegeneHun
arpervpyroLwmx KneTok nobas u3 HUX c
paBHOW BEPOATHOCTLIO MOXET CTaTb
cTedneBon UNU CNOPOBOU KIETKOMN



Knaccuyeckum onbIT puwia — nsonauus
GnacTtomepoB 3apoabIille MOPCKOro exa
nocrie nepBoro aerfieHusa ApooneHus ¢
NONIHOM perynsiuMen pasBuTus

Blastula

stage l
embryo

Half-size
normal larva

stage

Blastula
l embryo

Half-gize
normal larva

Pe3ynkraT (NnonHasa perynauus) He
TpUBMaAreH, TaK Kak y 3pesioro nrnroreyca
BoccTaHaBnuBaeTtcAa LR acummMmeTpus
LLefiIoMoB, HaMme4YeHHas
anddepeHUunanbLHOU IKcnpeccuen
reHoB Nodal euwie B xoge ractpynauumm

adult

Nocne metamopdco3a BTOpU4Has
NONoCTb Terla eXxa pa3BuBaeTcs U3
rieBOro rnepegHero uerioma, a ero
npaBbIW roMornor peayuupyeTtcs

Y UIrMOKOXUX C NPAMbIM Pa3BUTUEM
cyabb6a ABYX N30NUPOBaAHHbLIX
GrnacrtomepoB OKa3blBaeTCA pa3fiuyHoOMn!



U3 kaxxgon caruttanbHOM NONMOBUHbI 6racTynbl Xenopus pa3BUBaeTCs
HOPManbHbIU MPONOPLUOHANIbHO YMEHbLUEHHbIN royIoBacTUK ¢ bornee
BbICOKOW BHYTPU-UHAUBUAYANbHOWU UBMEHYUBOCTbLIO, HE KOppenupyroLwen ¢
UWHAMBUAYaANbHbIMU Pa3fIMYnaAMHU

Kak u y mopckoro
exa, B obeux
NosIOBMHaXxX
GnacTynbl OOMKHA,
KaK MUHUMYM,
BoccTaHoBUTbLCA LR
acummeTpua
3KCMNnpeccumn reHoB
nodal

[o cux nop HUKTO He
CMOTpeEn, Kak UMEHHO
npopomkaeTcs
Apo6neHune u Kak
Ha4YuHaeTcHa u naet
racTpynauusa y
3apoabllien,
pa3BMBalOWMUXCA U3
carutranbHbIX
NONMOBWUH GnacTynbl




OnbIT BUJNIbIEJIbMA PY

Fertilized frog egg Two-cell stage Blastula stage (section) Neurula stage

hot needle blastocoel remains

/

neural
tube

OObI4YHO cuuTaeTcs, YTO U3 XKUBOIro GrnacTtomepa pa3BMBaeTCA NOSIOBUHA
3apoablila. ATO HeEBEPHO: XXUBas NOJSIOBMHA pa3BUBaeTCH Tak, Kak ecnu
Obl MepTBasi NOSIOBUHA TOXe Oblna XXMBOWU

Ecnu cpa3sy nocrie ykosna noBepHyTb 6nactomMepbl aHUMarNbHbIM
NOJIlOCOM BHU3, TO NoOCIe nepeTtekaHUs aHMMasribHOW U BereTaTuBHOM
LUuTONNa3Mbl K HOBOMY NOJNIOXEHUIO paBHOBECUSA B NOJe CUMbI TAXECTH,
U3 XXMBOIro Grnactomepa MOXeT pa3BMBaTbLCA LeSbli NPONOPLUMNOHANILHO
YMEeHbLUEeHHbIN 3apoAblll, KaK 3TO ObIiBaeT npu usonauum bnacromepa
Pa3BuTue HauMHaeTcs 3aHOBO XOTHA Obl MOTOMY, YTO BO3HUKaeT HOBbIN
cepbin cepn




CHMTaETCﬂ, YTO 3aKOH Ll,pvu.ua OTHOCUTCHA K ABJIEHUAM 3M6pMOHaﬂbHOVI
perynauunn. B AencTBUTESNTIbHOCTHU Xe MexXxay perynﬂu,ueﬁ n
NM3IMEH4YNBOCTbLIO CyLlecTBYyeT NOJIHbIN pPAA HenpepbiBHbIX NMepexoaonB

B onbiTax ¢ guccouunaumeun-
pearperauueu KneTok onacrtynbl
ApobrneHue yTpaumBaeT
YyNopsAAo04YEeHHOCTb U MOXeT
cchopmupoBaTbLCA OOANH UNKU
HEeCKOJbKO COBepLUeHHO
HOpManbHbIX bnacTtonopos
(cTpenku) 6e3 BCSAKOM CBA3U C
aHMManbHO-BereTaTUBHOM

Y KHMgapum ¢ NONSIPHON racTpynsuuen
(Nematostella) bnactonop (6byaywee
poToBOE OTBepCcTMe) BCceraa obpasyercs
Ha aHMManbLHOM norskce Anuua .

(M3MEHYMBOCTM HeT U3-3a NONAPHOCTLIO ANLIA

ynopsigo4eHHOCTU ApooneHus)



Y rugpouvaa Dynamena ppobneHne He ynopsiao4YeHo, HeT 6nacTtynbl, u AP
NOJIAPHOCTb NMaHynbl BO3HUKaeT He3aBucumo ot AV nonsapHoOCTU Anua

Y |SK 1a+4nM

lNpu HOpMmanbHOM Xxo4e pa3BUTUSA BO3HMKAET TaKas XXe N3SAMEeHUYUBOCTb, KaK Y
Nematostella nocne guccounauumn-pearperaumm KrneTok

N3meHYMBOCTb 3KBUMHANbLHA, €Crin UcxXod pa3BuTUA (MONAPHOCTb U CTPOEHUe
nnaHysnbl) He 3aBUCUT OT BeAyLlUero K HeMy NyTU. ATO U eCTb Tak Ha3blBaeMbI
«0eTepPMUHUPOBAHHbLIN XaoC» — OTCYTCTBME KOppensiuum Mexay MHAuBuAyanbHbIMU U
BHYTPUMHAUBUAYANbHLIMU Pa3nnynsaMm



B HOPMAJIbHOW FACTPYJIIE XENOPUS OBJIACTU C EOUHbLIM NMPOCMNEKTUBHbIM
3HAYEHUEM «CMELUUBAKOTCA» U3 KINETOK PA3HbIX 30H BIIACTYVYIbl

ANIAAL

K Hayany ractpynsuuu KneTku rpynnmpyroTcs COOTBETCTBEHHO CBOEU KITOHalIbHOM
NPUHaAAJNIEXXHOCTU, HO C Ha4arioM KOJIJIEKTUBHbIX KIeTOYHbIX OABUXEHUWN KIeTKU
NOCTeneHHOo 3abbIBalOT O CBOEM NPOUNCXOXAEHUM N BeAyT ce6A COOTBETCTBEHHO
ABMXEHUIO obnacTten, B coctaBe KOTOPbIX OHU OKa3ariucb



OObIYHbIE KapTbl NPe3yMMNTUBHbLIX 3aKNaaoOK AOCTOBEPHbI TOJILKO
nMpu yCrnnoBuUN, YTO KIrieTKNU, OKpyxarwuiue MeYeHbIN y4acCTOK,
ABUNXYTCA TOYHO TakK Xe, KaK Meé4YeHble KJIeTKUA

31.5min| C 68.2 min

MNMoTok knetok 3apoabiweBoro wuTtka (3L) zebrafish ynupaetcsa B Kpau
Onacrtoaepmbl, TaK YTO KpaeBble KINeTKU «BbiTankuBarTca» B rmyouHy 3L,
obpasya xopaomesoaepmy. Tak Kak ymcrno cnoeB 3l cHa4yana pacrer, a
NOTOM NapaeT, CBA3b MeXAY KNEeTKOM U CNOEeM, B KOTOPOM OKaXeTCSH KJeTkKa
nocrie 3aBepLUeHUs racTpynsauumn, MoXeT ObITb TOSNIbKO CTaTUCTUYECKOM, KaK
NP ®»OPMUPOBAHUN HOPMAIJIbHOI'O PACINPEOEJIEHUA
KOJINMYECTBEHHbIX MPU3HAKOB



busummapa IN'aasTona (Galton’s board): Mmoagesib, mokaspiBaoInas Kak popmupyercs
HOPMAJIbHOE paclnpeae/ieHue: «0emepmMuHupO8antvlil Xaoc»
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Ana BO3HUKHOBEHUA U3MEHYUBOCTU JOCTAaTOYHO CTaTUCTUYECKOM (He
Kay3aribHOW) CBSA3U MeXAay CyaAbOon obrnacTtm n NPouUcxXoXxaeHueM ee KrneTok.
Mpu ManbIx criydyanMHbIX Bapuaumax 0rfiM3KkopoacTBEHHbIe KIeTKU MoryT (c
pa3HOM BEepPOATHOCTbLIO) NONacTb B COCTaB obnacTten ¢ pa3Hon cyabobou; u
HaoOOopOT, AaNbHOPOACTBEHHbIE KITIETKNU MOryT OKa3aTbCA B COCTaBe O4HOM
obnactu. HopmanbHOCTb pacnpeneneHnusa — KpuTepmum oTCyTCTBUSA
Kay3anbHOW CBA3U MeXAay NpoucxoxgeHnem n cyaboom
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CTATUCTUYHECKAA CBA3b NPOUCXOXAEHUA U CYObbbI KINETOK

Cyab6a nHamBmayanbHbIX KNETOK 3apoAabileBoro wutka y zebrafish: nyHKTnp —

rpaHuubl WKTKa (A — nepeaHun, P — 3aaHN KOHel, 3Be3a04Ka — LeHTp). lNycTtble

OKPY>XHOCTM — KIFleTKa U3 OAHOIro U TOro Xe NnoJsioXXKeHUA nonagaeT TONIbKO B OAHY
3aKknagky (xopaa unuv coMmuTbl), 3a4epHEHHbIe OKPY)XXHOCTU — B NOOYH0 U3 3aKiafok

notochord (trunk)
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K MOMeHTy MeuyeHuns TynoBULLHasA 06acTb WMUTKA U3MEHSAET CBOK (hopMy Kak
3aMKHyTas obnacTb ¢ ouyep4YeHHbIMU rpaHuuamMmu. byayuas xsoctoBas
obnacTtb WKUTKa B 3TO BPpeMA N3MeHSAeT CBOK (hopMy KaK OTKpbITasi 065acTb,
3aMblKaloLWasacs C BOBNIeYeHUEeM B CBOE ABMXEHNE OKPYKaKLUX KNeToK
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HOPMAJIbHOE PACINPEAOENEHUE
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PacnpepneneHue Moneky’s no CKOpoctTaM (MMKPOCOCTOSIHUA) B
nokosiLemcs rase (MakpocoCcTosiHue)
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MOOA HACTOTHOI'O PACINPEAENEHNA — MAKPOCOCTOAHUE C
HAWBOIJbLWWM CTATUCTUYHECKUM BECOM

s F ¥ -+ '
e + ++

HopmanbHoe pacrnpedesrieHue MakpoOCKONMMYECKOro npmusHaka (pasmep
ocobun) He 3aBUCUT OT MexaHn3ma hopMMpoBaHNA MUKPOCOCTOSAHUMN.
(1) — oanHakoBasi Hopma peakuum reHOTMNOB, Moaa — Haubornee
BeposiTHoe coyeTaHue (+) u (-) reHoB. (2) — «moganbHbIE» U
«MapruHanbHble» 0COOU pa3nNN4arTCH LULMPOTON HOPMbI pPeakLuu
reHOTUNOB U (Kak cneacTtBue) oydhepHOU eMKOCTLHO OHTOreHe3a



OTKNOHEHUE OT HOPMAJIbHOCTU O3HAYAET KAY3AIIbHYIO
CBA3b MAKPO U MUKPOCOCTOAHUN

(+) akcuecc o3Ha4yaeT NONIoXUTENbHYH (CTabunuaupyroLlyro), (-)
3Kcuecc — oTpuuaTesnibHy (Aectadbunusnpyrowyro) oopaTtHyro
CBSI3b MeXAYy LeHTPOM U KpasiMu pacnpeneneHus; acCuMmMeTpus
(HecoBnageHue moabl N cpeaHero) o3HavaeT, uTo (+) u (-)
OTKINOHEHUSA OT cpeaHero 3Ha4YeHUs UMerT pa3HbIn
CTaTUCTUYECKNN BeC

(+) akcuece (+) acummeTpus

General /
Forms of (+) Positively Skewed
Kurtosis Distribution

(-) akcuecc

(+) Leptokurtic

{0) Mesokurtic
{Normal)

(-) Platykurti
apurte (-) acummeTpus

(-) Negatively Skewed N
Distribution

OTKNOHeHue oT HOPMaJIbHOCTU O3HA4YaeT, YToO
NM3IMEHYNBOCTb UMeeT CTPYKTYPY



OJIIOKTYUPYIOLLAA ACUMMETPUA BUNNATEPATIBHO CUMMETPUYHbBIX CTPYKTYP

PoToBOM ANCK ronoBacTUKOB
COCTOMUT U3 bunarteparibHO
CUMMETPUYHbLIX PAOOB
poroBbIX 3y04YUKOB
(Hanpumep, psap B1)

NMpu noacyeTe pasHOCTU YUcna
3y64YMKOB B JS1IeBOM U NpaBoM
nonoBuHe psaaa (L — R)
nony4aeTcsi HopMmaribHoe
YyacTOTHOE pacrnpeneneHue ¢
Hyrnesoun mogou. lNpwm
yXyALweHUU yCrnoBuu cpeabl
Aaucnepcus pacrteTt

Ecnun ana nroboro 3ybunka ormedaTtb NofioXXeHne OTHOCUTESNIbHO NJIOCKOCTHU
CUMMETPUU psaa U creanTb 3a UBMEHEHUSIMU ero NMOJIOXKeHUA Ha
nocneaoBaTesibHbIX CTaAUSAX Pa3BUTUA, TO COBUIN K LLEHTPY U OT LeHTpa
oyayT nepemexaTbCs TaK Xe, Kak Ha ounnuapge NanbToHa.

ATO CTaTUCTUYECKMUN aHASNOr 3KBUNOTEHLUMANIbHOCTU: NOOOU 3yOUnK
MOXEeT NPomucxoamuTb U3 NOOON YacTu hopmMmupyrowje2ocsi papa



3akoH [lpvwia B HOpMarnbHOM pa3BUTUU — 3TO HOpMarbHas
U3MEHYUBOCTb, BbiTeKaloLasa U3 OTHOCUTESNIbHOU HE3AaBUCUMOCTH
CcyAbObI OT NpoucxoxaeHus (dyayLwiero oT NPOLUSIoro)

XOPIA COMMUT
am

\/

CpeaHsaa nonsa NoToMKOB
nepBbix 16 6nactomepoB B
cocTtaBe 3MOpUOHaNbHbIX

3aKfiafoK Ha cTagauu
XBOCTOBOM MOYKU

10-20%
_ 0

IT'OJIOBHAS HT TY.JIOBI/Il[[HA}I 20-30%
/ 30-40%

40-50%

( ( B 50-60%




3akoH [lpuviua BbINOSIHAETCA U NPU HAaNU4YnUn, U NpPu OTCYTCTBUMU
KITOHUpPOBaHUSA KneTok. Ecnn KnoHnpoBaHUA HeT, TO KaXxaan
3aKnagkKa — 3TO CMeCb KJIeTOK pa3HOro nponcxoxaeHus (NosinknoH)




KnoHunpoBaHue — 31O Korga
rpaHuulbl NepBUYHbIX
3MOpPUMOHarnbHbLIX 3aKrnagokK
coBnagaroT C rpaHuLamMum
GnactomepoB. Y pa3HbIX
3apoablilien KNOH C AaHHOM
cyaAbOON MoOXeT NpoucxoguTb OT
pa3HbIX 6f1actomepoB

Y MOnnCKOB C rOMOKBaApPaHTHbIM
ApobneHnem oceBas me3ogepmMa
MOXeT ObITb KITOHOM no60oro u3

MaKpomepoB, 06pa3yroLmnx

KPOCCUHI Ha BereTaTMBHOM MNoJsoce

3apoablwa

PopooHavyanbHMKOM KIOHA
CTaHOBMUTCSA MaKpomep,
KOTOPbIN BMNoOJM3aeT B
6nacrtouenb U BCTynaeT B
KOHTAKT C MOTOMKaMM
MUKpPOMepoB




AHUManbHbIE U BereTaTUBHbIE OflacToMepbl MPUXOAAT B KOHTAKT U3-
3a peaykuum brnacrouens: U3MEeHYUBOCTb Pe3KO Bo3pacTaeT u3-3a
KOHKYPEeHLUU MaKpOMEepPOB 3a KOHTAKT C MUKpoMepamMu, bractyna

CTaHOBUTCS racTpyJsiou ewie A0 BbiaerieHMs makpomepa 3D m po
BblAeNeHUs KriloHa 0CeBOU Mme3o04epMbl




lNMpu retepokBagpaHTHOM cnMpanbLHOM ApobrieHnn
Me3oaepMarnbHbIM CTAHOBUTCS CaMbIU KPYMHbIN Makpomep,
TaK KaK OH, U3-3a CBOMX pa3MepoB, CMELUEH K LeHTpY
BereTaTUBHOIO NosnyLlapus, OTTECHASA OCTarnbHbIe
MaKpomepbl Ha nepudeputo

KBapTeT MakpomepoB yXxe bunareparibHO CUMMETPUYEH.
leTepokBagpaHTHOe ApoOneHne — IBOSNIIOLUMOHHO Ooree no3agHee
COCTOSIHMe, BO3HUKaKLee NyTeM U3MeHEeHUs1 paHHUX CTaauu
OHTOreHe3a B CTOPOHY cxoAcTBa C bonee No3gHMMU CTaaUAMMU



AMOpUoHanbHoe pa3BuTue apo3ocpuns! (Aapa noMmeyeHbl
donyopecueHTHOU MeTKOM




Y BbICLUMX HAaCeKOMbIX (Oapo3ocurna), pasButme KOTopbIX
cYUMTaeTCcAa AeTePMUHMUPOBAHHbIM, Crly4YanHbIN BbIOOP cMeLllaeTcA
U3 aMbpuoreHesa B ooreHe3 — 3To BbIOoOp P-nonrca u
AopcaribHOW CTOPOHbI ANLA

Byaywwun oouunt
Crly4auHo BbiOupaeTcs
U3 KINeTOK C HaMbonbLUM
YUCJIOM cocefien,
KOTOPbIX KJIeTKa MOXeT

CbeCTb

OouuT pacTeT, cbeaas NnuTaTesNbHbIe KIeTKU, P — nontoc —
camasi ctapasi, A — nosntoc — camasi Mosiogas YacTb OoLUTa,
AP pa3nnuusa — pasBepTKa nocriegoBaTesibHbIX CTaguM pocTa
oouuTta, DV pasnuuna BO3HUKAIOT U3-3a pasnuuunsa cpopmol
honnNnKynapHbIX KNETOK Ha ABYX CTOPOHaX oouuUTa



[lBa nogxoaa K onMcaHuio pa3BUTUSA: KOOPAUHATHbLIN
(no3anMumoHanbHaa nHopmauus) u reomeTpmuyeckum (reomeTpus
ABWMXEHUS KINEeTOK)

IMo3nuuonanbHas HHGOpPMAUA
(BBIIC/IEHHAS CHCTeMa KOOPAHHAT)

JIBHKeHHEe = H3MeHeHHe MOJI0KEHUsT

Cyan0a obacTn
3aBHCHUT OT €e
MOJIOKEeHU A

I'eomeTpus IBHKEeHUS KJIETOK
(He 3aBHCHAINAsA OT BHIOOPA
CHCTeMbI KOOPIAUHAT)
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biiactonop

JBuskeHue = n3zMeHenue Gpopmbl

y

Cyan6a obactu
3aBHCHT OT ee

¢opmbI




Popma peanbHON fopcaribHOM
ryoébl onacronopa (Arb)
U3MeHsieTCA B npouecce

ABWXEHUA ee KIeTOK U
BO3HUKaeT BPEMEHHbIU rpagueHT
KJFTeTOYHOM NJIOTHOCTU
BbITeKaloLWUnM U3 camoro
MopdoreHesa He3aBMCUMO OT
BHELWHUX rpagueHToB

NMo3numoHanbHaa nHcpopmauma naet o6 bLACHeHne
AndhepeHLNPOBKU OCEBbIX CTPYKTYP C NOMOLLLIO
rpagueHToOB 3KCNpeccun reHoB B 3apaHee
3alaHHOMN cUCTeMe KoopAUHaT He3zaeucumo om
mopgpozeHesa [Ib. N'opa3no 6nmxe K peanbHOCTU
MoAenb «akTuBauum — TpaHcdopmaumny» (Horokyn),
yunTbiBawLwaa mopcgoreHes

FB MB HB SB
NECT | | ——

MES

MmaruHanbHbIN ONCK

FacTpyna amcu6min Apo3odunsi




XoTHa TepMUH «NOo3nLUOHaNbHasa nHpopmauma» NPoOAOIHKAKT UCMOSNb30BaThb,
«rpagueHTbI» KOHUeHTpauum «MmopcoreHoOB» oKa3ariucb UNO3nen

T 1 111

Nodal FGF

BMP — 6enku, noaaepxumBaroLime «BeHTpanbHOe» COCTOSIHUE KIeTOK bnacroaepmsl,
Nodal — 6enku cemeuctBa TGF, perynatopbl TpaHcKpunuuu, FGF — 6enku,
CTUMYNUpYyoLmMe ABUXKEHUEe U arperauuio Knetok. NeHbl, AencTeyowWme B

«opraHusaTtope» (3apoabileBbin WUTOK KOCTUCTLIX PbIO UNK aopcanbHan rybda
6nacrtonopa amcpunobun), MUHrMoMpyLoT aencreme BMP, oTyero un nony4vaeTtcs

nnn3unsd ero rpaguneHTa

CocTosiHMA A0 U nocrie NosiBfIieHUs opraHM3aTtopa pa3nu4yaloTcs He
reHamm, a MakKpOCKOMM4YeCKOMU cerperaumen nx akcnpeccum



«BeHTpanbHOEe» COCTOAAHNE IKTOAEPMbI (annaepmMmumc + me3eHXMma) He NPOoCTOo
CyLLeCTBYeT, a aKkTUBHO NnoaaepXXmBaeTcsA 3a CYeT 3aMKHYTOM neTrniu obpatHoun
cBsA3n mexay peuenuven BMP4 u o6pa3zoBaHuem nuraHga ons aToro
peuenTtopa. «<MHAYKUMA NO yMONYaHUIO» O3Ha4YaeT NPOCTO pa3pbIiB 3TON NETNU

Bambi,
- ‘BMP3...
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BmMmecTto «rpaamneHToB mopdoreHoB» - DUSNOJNTOMMYECKUE T’PAOUEHTDI
Yannaga, HE sasnsowmecs rpagueHTamMm Kakmx-nmbo nonen. 3to
napameTpuyeckume rpagueHTbl, AenarwwmmMmm pasBuBaroLyOCsa CUCTEMY
reTeporeHHoOn N reTepoxXpPoHHOMN

NpagmeHTbI CKOpOCTU 0bOecLBeYMBaHUA
(BoccTaHOBNEHUA) BUTaNbHOro KpacuTens
(cTpenkun) B apodbneHuu (A) u ractpynsaumm

(B, C) acumamnin: MakCUMyMblI
MeTabonuyeckon akTMUBHOCTU HaXoOOATCA B
aHMMmanbHoun o6nactu n B oonactu Alr
(«opraHmnsartopan)

,‘---'T;I'Z.‘ZZ"‘."'_".'_'.'_ 30HbI AOMUHUPOBaAHUA
' COBMaAaloT C 30HaMu
MaKCMMaribHOM
YYBCTBUTENbHOCTMU K
MeTabonmnyeckmm sigam

30HbI h3NONornYecKoro

AOMUNHUPOBaAHUA — ITO 30HbI

B 6nacTtyne MOpPCKOro exa oguH MakCumym MaKCUManbHOM 3aBUCUMOCTM
MeTabonnmyeckon akTUBHOCTU Ha cyAbObl OT OKPYXeHuUs

aHMMaIbHOM, APYFoN — Ha BereTaTMBHOM (BO3MOXHO, MaKCMManbLHO
’

nontce 6nactynbl
HeoAHOPOAHbLIE)




OTcyTtcTBMe (hpuKCUpOBaHHOU CUCTEMbI KOOPAUHAT — OCHOBHas
NpPUYNHaA N3MEHYMBOCTU MopdhoreHesa. M3-3a atoro hopmyna «cyanba
oGnacTun 3aBUCUT OT €€ NOJNIOXKEHUA» HEKOPPEKTHA

B HoOpManbHOM pa3sBUTUU OAUH U TOT INIEeMEHT OpraHu3aumm MoxeTt
NOACTPOUTBLCA K OKPYXKEHUIO, UM NOACTPOUTL ero nop ceods. Nnockoctb
cummeTtpum OB (KpaCcHbIN NYHKTUP) MOXHO «NOAOrHaTb» NoA NSIOCKOCTb

CUMMETPUM XeNnToYHOro nosnywapus (6enas BepTukanb) — Torga
«npolusioe ynpasnsaeT oyaywmm», nubo caoenatb ee HOBOW NJTOCKOCTbIO
CMMMETPUM 3apoabilia — Torga «oyayuiee ynpaesnseT NpPoLwWnbIM»



MeuyeHbIN y4acTOK, 3aHMMaKL UM naTeparibHOe NONIOXKeHUe, MOXeT
coxpaHuTb ero (A), unm xxe okasatbCcA B MeanaHHou 30He (b)

NTnHnamu
coeaNHEHbI
yrosnibHble
YyacTuubl,
HaHeCeHHble Ha
NOBEPXHOCTb
3apoabiwa
Xenopus.
CTpenku —
narepanbHas
JINHUSA, Y OOQHOro
3apoabiwa
ocTarowasicsi
narepanbHoun (A),
ay apyroro (B)
OKa3blBaKoLaAACH
B MeANaHHON
30He

140 muH




MopdomeTpusa, Tononorua n mopcoreHes gopcarnbHoOM rybbl 6racronopa
ractpynbl (A6 vnu DBL), ob6pa3syrowien apky Hag XXenTo4HOU 3HTOAEePMOU

OcHOBHbIe MeTpu4eckue
NPU3HaKN, KOTOPbI€ MOXHO
U3MEepPUTb CHapPYXu nocrne
ochopmneHuna OIrb: Harc —
BbicOoTa (KpMBU3Ha), Larc —

NINHeMHaa anuvHa, Aarc —

yrnoBas gnvuHa Arb

................ < DBLarc

......

.....

- ..
»

Mo cBoen Tononorumn apka
AIb aBnseTcsa doparmeHTOM
Topa, «AblIPpOU» KOTOPOro
ABMNAETCSA XeNnTo4YyHan
npobka racTpynboil:
CMNOLWHbIE NMNHUN —

AOJIroTbl, NYHKTUPHbIE
JINHUN — LLUNPOTbI TOpPAa

B xoae mopdoreHesa
OB kneTkn ABUXyTCA
B racTpanbHoe
BnA4YMBaHue no
TpaeKkTopusam, hopma
KOTOPbIX UBMEHAETCA B
npouecce ABNXeHUA
knetok (Gl —
racTpanbHoe
BNsiYnBaHue)



NMpu KonuyecTBEeHHOU OLEHKEe U3SMEHUYUBOCTb (POpPMbI N pa3MepoB apKu
AIb (3HavyeHunsa KoadppnuneHTOB Bapuaumm KONM4eCTBEeHHbIX
Mopdonornyeckux NpM3HaKkoB) Bcerga Bbille, Y4eM U3MEHYUBOCTb
AehMHUTUBHbLIX NPU3HAKOB — Bceraa 6onblue 10-15% B reHeTUYeCKHU
oAHoOpoOAHON BbIOOPKEe U onTUMaribHbIX BHELUHUX YCNOBUAX

. Larc (27%) Larc (19%)
Harc T
54%

) Harc
(51%)
) 2

Larc (39%
b '

|

»
e

Lyp (12%)  Lyp (8%) ~ Lyp (7%)

«CTtapblie» n meaneHHo nameHsawwmnecs npusHaku (Lyp, amameTp
XeJITOYHON NPOOKU) 6oree N3MeH4YUBDbI, YeM KHOBbIE» ObICTPO
nsmeHswmecs npusHaku (Harc, Larc, Aarc)



NBMEHYUBOCTDb BHYTPEHHEI'O CTPOEHUS TACTPYJIbI
JIAT'YHIKW HA IHOCJIEJOBATEJIBHBIX CTA/IUAX T'ACTPYJIALIUN

Larch - nmuneitnbiii, Aarch - yrioBoii pa3mep apxeHtepoHa, Ma - ymioBor pazMep
KpaeBoii 30HbI, Baw - yriioBoii pasmep Omactonens. B ckoOkax - 3nauenus CV.

Baw (18%) / By (294 4

(40%) (25%)

Nuanuuanmst CepnoBuaubiii 01actonmop Iloaykpyruslii 6s1acromop
N=100 N=100 N=100

I'eomeTpusi fopcaIbHOI Y e Kpbima apxenTepona
ryon1 01acronopa (AI'b)

ApxeHTepoH <« CBoa apxeHTepoHa



MacwTtabbl N3MEHYNBOCTU PAa3BUTUA B FeHETUYECKMU
ogHopoaHON BbIOOpKe 3apoabilien, pa3BMBaKOLLMNXCA
B ONTUMAribHbIX YCNOBUAX, MOKa3bIBAKOT LUMPOTY €ro
HOPMbI peakumm (NNacTUYHOCTb). ATO OO BACHSET,
no4yemMmy BO3MOXHbl 3MOPMOHaNbHbIE perynauum, HO
ABa NpUHUMNUanbHbIX BONPOCa OCTalTCH
OTKPbITbIMU:

(1) MoxeT N N3MEeHYMBOCTb HOPMasibHOro pa3BUTUA
AaBaTb MaTepuan aJfif ecCteCtBeHHOro otoopa?

(2) WUmeeT nun 3aTa USMEHYUBOCTb 3HAYeHUe Ans camoro
mopdoreHesa?



KOMNOHEHTbI KONMNEeKTUBHOIo ABUXEHUSA HApPY>XHOro Crost KNeTokK B
racTpynsuuu nArywKu, AoctynHble ans namepenus (I -l):

I: nameHeHue cpopmbi apku A6 npu
BBOpPa4YMBaHUU B Hee KNeToK

IIl: ann6onua OI'b

KomnoHeHTbI /-lll reomeTpuyecku
He3aBUCuUMbIl. BBopaunBaHue
yBenuumnBaer, nartepasribHoe
pacnpocTpaHeHne yMeHbLlaeT
nnaHapHyr KpuBusHy apku AIb,
a anubonua KoMmneHcupyeTt
nepexon KreToK U3 apku BO
BHyTpeHHue criou AINb



UHamBuayanbHble TPaeKToOpPUN racTpynaumm NArywku (TpaekTopum nsmMmeHeHus
Nnpu3HaKa y otaenbHbIX 3apoAbllien) oopa3yroT «4eTePMUHUPOBAHHBLINA XaoCy:
aHanuU3npoBaTb MOXHO TOJIbKO CpeAHMe XapaKTepPUCTUKU U UX AUCTIePCUID

90e 250e
harc = =5 ~
80e 200e W sl
- y 4
60e 1500 -
.4
400 100e
larc
200 50e
® o ® { ] o ®
1 2 3 4 5 6
160e
1400
1200
100e
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- —

-
e
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larcl l\i

pachbbl Koppenauumnm mexay nocrnenoBaTesfibHbIMU U3MEPEHUAMU
npusHakoB [AI'b y uHanMBuAayanbHbIX 3apoablllien

UHamBuayanbHble TPaekTopumn pa3sBUTUS HEYCTOUYUBLI
(oTcyTcTBYytOT) B Havane coopmupoBaHusa A no
npusHakam Harc v Larc , a 3aTeMm cTabMnnsnpyroTca

B OTCYTCTBME MHOMBUAYANbHbIX TPAEKTOPUN
PA3BUTUA CTPYKTYPbI CEJIEKUAOHHOE
USMEHEHUE EE XAPAKTEPUCTUK HEBO3MOXHO

Hanbonee yctonumBbl UHAUBUAYaNbHbIE TPAEKTOPUN
U3MeHeHUA NpusHaka Aarc, xapakTepusyrLiero
anMoonuio. ATo NpPU3HaK, XxapakTepu3yrLWwmun He TONMbKO
OB, HO U BCKO 3KBaTOpUanbHYHO 30HY 3apoAabllla He
TONIbKO BO BpeMs, HO U A0 Ha4yana ractpynsauuu.
3HauuT, ecnm cnocob racTpynauum BoobLle nmeet
KaKyH-TO afanTUBHY LEeHHOCTb, TO C MOMOLUbLIO
oTOopa dyaeT M3AMEHATbLCA XoA4 aNubonnun, octanbHble
K€ KOMMOHEHTbI ByaAyT NPUCNOcobNATLCA K HOBOWM
AWHaMMKe aarc B npeaernax ceBoeu (bonee wmpokon,
YyeM y aNnNdOnMn) HopMbIl peakummn. Hem «cKyyHee»
npu3Hak ansa amopuonora, Tem acpcekTuBHee otoop



OcHOoBHast 3aKOHOMEpPHOCTb: U3BMEHYMBOCTb NMPU3HAKOB
MaKcMManbHa B Ha4yarie oo6pa3oBaHUA CTPYKTYPbl U YMEHbLUAETCH
no mepe ee ¢popmupoBaHusa (No AaHHbIM aHanu3a
UHOMBUAYANbHbIX TPAEKTOPUN pa3BUTUSA)

50 15
40 12
30 9
CvV M
20 6
10 3
%




BTopoe npaBusio: CKOpPOCTb HarnpaBfieHHOro N3MeHeHUs NPU3HaKkosB
NOJIOXXUTESIbHO CBSsi3aHa C BEeJINYMMHON UX N3MEHYNBOCTHU
(mnonoxutenbHasa CBA3b yAeNIbHON CKOPOCTU U3MEHEeHUS C BeJNTMYNHOU

koadhdpunumeHTa Bapmnauum)

40

60 CV

V — yaenbHasa CKOpPOCTb
n3meHeHusi, CV — BennymHa
koadcpnumeHTa Bapuaumm

HanmeHblwaa n3amMeH4YNBOCTb U
HauMeHbLlUasA CKOPOCTb U3MEHEHMUA
y BeJfIM4YMHbI AUamMeTpa KpaeBoU
30HbI racTpynbl (Lyp) — «cTaporo»
npu3Haka, BO3HMKaroLLero ewe Ao
Ha4vana ractpynsauumn. Hambonbliasn
U3MEHYNBOCTb U CKOPOCTb
U3MeHeHus y npusHaka Harc —
camoro «monoporo» npusHaka Arb



Takue e npaBuna coonogaroTca u B MopcoreHese cepuanbHO
rOMOJSIOrMYHbIX (MOBTOPSAIOLMUXCS) CTPYKTYP

Uplab/ \ IF IT \ [1
Ob 111 7 1
| é%éx::{'“"""'741':,,,,,,,, % IV 1 wv— 2 v N > 3
€ " B
| 3 I
e,
I I /[ u!
11 ;o J/ \ |
A / A
E
A — poToBOM ANUCK royiloBacTUKoB (cemencTBo Ranidae), | — IV — psaabl 3ybunkoB

(oporoBeBLINX KNeTOK) HMXHeU ryobl (Llab). CnpaBa — cxema pacnonoxeHus
papoB y Rana temporaria (B) n Rana arvalis (E)

Pap IV HnXxHen rybbl — caMbIU «CTapbiu» B pa3BUTUN
rorioBacTvka, U caMmbIu «MOFIoOAOU» B Pa3BUTUN POTOBOIO
AUCKa



CBA3b MexAay yaenbHON CKOPOCTbLI0 pOCTa U U3BMEHYMBOCTbLIO ANA

nocriegoBaTenbHbIX pSAAOB 3yO4YMKOB B paHHEeMn (KpacHbIU LBeT) U

nosgHeu (CMHUN UBeT) BbIOOPKe ronoBacTukos: paa IV Haubonee
U3MEeH4YMB U ObICTpee BCeX pacTeT

020 V
1A%
0.15
0.10
0.05
I E,EI/JV -
15 30 45

OunHamuka pocTta onucbiBaeTcs NIOrMCTUYECKUM YPaBHEHNEM, FOe «Pecypcom
cpeabi» ABNSIeTCSA pasHMLUa B LUMPUHE MeXay nocrieayrowmumMm pasaoMm B MOMEHT
ero NosiBNIeHUsA u npeabiayLWwnmMm psaaom



f'McTonornyecknm aHann3 NnokasbIiBaeT, YTO AOMNONHUTESbHbLIU pAa,
OHTOreHeTU4YeCKU caMbIN NO3A4HUN, pa3BUBaAETCA TakK, KaK OO KHbI
ObiNn pa3BnBaTbCs IBOSIIOLMOHHO Ooree paHHue psabl, a NnepBble
(oHTOreHeTU4YeCKn 6onee paHHUe) psagbl UMEKOT BTOPUYHO
U3MEHEHHYI0 UCTOPUIO Pa3BUTUA

IV I 11 |

MNMepBble psaabl cHavyana oopa3syroT
anuTenuanbHble BariMK1 U
npeBpaLLaloTCA B 3a0CTPEHHbIE
rpe6Hu Ha 6onee NO3gHUX cTaanAX
pa3BUTUA, a nocrnegHue paabl
cpa3y obpa3syroTcs B BUae

Cepbin UBeT — INUTENUN, YEPHbIN LBET — !
3a0CTpPEHHbIX rpebHen

30Hbl MAKCMMaNbHOM MNMOTHOCTU U, KaK
cneacrteve, oporoBeHus KreTok

Mo>XHO nNpeanonoXuTb, YTO 3BONIOLMSA HAaYMHanacb ¢ oopasoBaHus
oTAesibHbIX POroBbIX KNETOK, a psabl hhopmmupoBanuch Ha 6onee
No34HMX 3Tanax 3BOJIIOLUMU



®OPMA BO3HUKAET U3 «<AETEPMWHUPOBAHHOI'O XAOCA»

BecnopsigoyHoe pacnpeaeneHue cpannouanHa (A) ynopsagodymBaeTcsl No mepe
cdopmMupoBaHua 6opo3abl racTparnbHOro BnaunBaHusa (B)




AHanorn4HoIM o6pa3zom popMUPYHOTCA 30HbI
3Kcnpeccun reHoB, Hanpumep, reHa brachyury

A b B

CTtpenka — goopcanbHbIU NOJSIKOC KPaeBOU 30HbI, A-B —
nocnepoBaTtenbHble cTaguu racTpynauuu. Nepea Havyanom
racTpynsauum 3oHa akTUBHOCTU npomMmoTopa brachyury moxeT
pacnpoCTPaHATLCA NOYTU HA BCHO aHUMaribHYIO NMOSIOBUHY O6nacTynbl



U3MeHYMBOCTb CBAi3aHa C reTepoOXpoHMUAMU MexXay aInnModonnen n N3aMeHeHnem
dopmbl gopcanbHon ryobl 6nacrtonopa (ArB): npu anubonuun A6 pacxoayetr
3anac soBnekwuxcsa B 1B kneTok, n Koraa 3anac ucyepnaH, ABMXXeHUe
ocCTaHaBnuBaeTcs, noka B [Il'b He BonNbLIOTCA HOBbIE KNETKU, U3MeHAA opmy
(kpnBu3Hy) apkm Arb. 3HauunT, anndonua [AI'b To onepexaeT, TO oTCTaeT oT
nameHeHusn copmbl A6, u eo3Hukarom ocyunnayuu

A: apka AAI'b wwmpokasn, Ho ee
TOsILMHA (KPUBU3HA) CIIULLKOM
Marna, no3Tomy crieayroLwmmn
lar — 3TO POCT KPUBU3HDI
apKuM 3a c4yeT YMEeHbLUeHUS
wnpuHbl A6 n «obpaTtHoM
annbonun» gopcanbHOro Kpas
Gnacrtonopa

B: ann6onuun AI'b mewaer
paBHOMEpPHas TOSILMHA apKu,
NoO3TOMY CrieayroLwWmnn war —
AopcanbHas KOHBepreHuus
KJ1IeTOK C OQHOBPEMEHHbIM
POCTOM KPUBU3HbI apKku B
LueHTpanbHon 30He ANB n
ycurieHuem annoéonuu




[eTepoxpoHMA mexay ABUXKEHUEM KNEeTKU U BOBrie4YeHNEeM B Hero
coceAHUX KreToK ABnseTcA 6a3oBOU retTepoxpoHun mopdoreHesa,

co3darouwelu esMecme ¢ camou ¢hopmMol ee USMEeH4YUBOCMb

MyHKTUPHBbIE CTPEnKu —
BXOA, U BbIXOA KNEeTOK U3
nepexonHoun 3oHbl OB,
HaKOHEYHUK — ABUNXKEeHMe o s
AopcanbHOro Kpas 3 -
6nacrtonopa (3annéonus)

NMpn cTauMoHapHOM OBUXXEHUM
pa3Huua mexay BXoAoM U
BbIXOAOM AOJKHA
ypaBHOBeLLUBaTbLCSA
annbonuen. NeTtepoxpoHun
HapyLialT paBHoOBecue, U
Toraa BOBIieYeHUe KIeToK B
nepexoaHyto 3oHy O nubo
onepexaeT, IMOO oTCcTaeT oT
MepMANOHANbHOro ABNXEeHUS
caMoM nepexonHomn 30HbI.
MexaHn4YeCcKMe HanpsKeHus u
ocuMNNALUN BO3HUKAIOT N3-3a
reTepoxXpoHun




Ocuunnauum cpegHNX 3Ha4YeHUN U gucnepcum KpuBusHbl apku O B
racTpynsauum nArywKku oCcToBepHbl B HaYanbHou hase obpasoBaHuA
apku: ocuunnsaumMm — UCTOYHUK N3MEHYNBOCTU U, OQHOBPEMEHHO,
UCTOYHUK UHdopmaumum o6 nameHeHuun copmoli

Rm - cpepHee 3HayeHue paguyca "
KPUBU3HbI B LeHTpe apku AINb Rin2 /
(cpepHee paguycoB Rm1 un Rm2). Ha m
rpacpmke — npotuBodasHbie
ocumnnAuMnU KPUBU3HbI U | |
aucnepcum (koacpcpunumeHTa
Bapuauum). Pusnyecku aTto
O3Ha4yaeT YepegoBaHWe «CrMOaHUA» Rm cv
apKu (pocTa KpUBU3HbLI) 3a cYeT 70 4
AopcaribHOM KOHBepreHUMmn KneTok 65 35
C «pa3rnbaHmem» (YyMeHbLUEeHUEM 60
KPUBU3HbI) apKu Npu ee
riatepanbHOM pacnpoCcTpaHeHUMN.
Ocuunnaumm ncyesaroT, Korga
natepanbHoe pacrnpocTpaHeHue . .
nepecraeT pa3rmbaTb apKy

30
55 25

50 20




OnHaMuKa v NpUYnNHbI permoHaribHbIX pa3fnuyivum B
MacLwTabax n3aMeHYNBOCTMU

CvV

35 /

30

25

20

e

RL

15

Aarc
60 120 180

U3meHUYMBOCTbL paguyca bornee «mononoro» nartepanbHoro kpas Arb
MaKcuMaribHa, Korga oH caMm NbiTaeTcsl CTaTb LLeHTPOM ryObil.
N3MeHUYNBOCTb CHMXKAeTCA MO Mepe TOro, Kak narepanbHoe
pacnpocTpaHeHne CTaHOBUTCS NMPOAOIIKEHUEM U TeMn
FIMMUTUPYOLWUM (CaMbIM MeAJieHHbIM) 3BeHOM MmopdoreHesa AlNb



AHanus3 NaMeH4YnBOCTU NO3BONSET NOCTPOUTbL Moaenb (hopMUpPOBaHUSA
Gnactonopa ampubuKn, OCHOBaHHYIO Ha Nepexoae B3auMoaencTBuUS
yacten [A'b (ueHTpa 1 KpaeB) OT KOHKYpPEHLUU K Koonepauuum

KoHKypeHUUA LeHTpa U KpaeB

ryobl (B) ycTpaHseTcs nocne

npeBpaLleHns KpaeB ryobl B
«TOYKM coopku» (C)

JNlaTepanbHoe
pacnpocTpaHeHune 6opo3abl
om yeHmpa aKTUBUpYyeT, a
ratepanbHbIU MOTOK KIEeTOK
K UeHmpy nHrnonpyet
BBOpavMBaHu1e KIeToK B
OoKoBble ryobl 6racronopa,
oTtcroaa —
nocrnenoBaTesibHOCTb
cTagun peaykKumn pasBuUTuUs
ryool B DV HanpaBrneHuu

NaTtepanbHbin Kpan OB n BI'b He hopMuUpyOT rnaBHY0 OCb Tera TONbLKO U3-
3a TOro, YTo KJIeTKM KpaeBOMN 30Hbl yXoaAT K ueHTpy Al



cxoacreo AMHAMUKA MSMEHYUNBOCTU C OTBOPOM: npu HopmanbHOM xoae

ractpynsauum [IFb coctont ns ¢pparmeHTOB pasHON KPUBU3HbI U pa3HOHaNpaBneHHbIMU
BeKTOpamMum ee uameHeHus (ctpenku). K KOHLy racTpynsaumm Bce (pparMeHTbl JOIMKHbI
BMUCbIBaTbCA B €ANHYI OKPYXHOCTb

B TouKke / pocT
FIOKaribHOMW
KpuBu3sHbl OI'b
TOPMO3UTCHA,
CTUMYINPYA POCT
FIOKaribHOMW
KpuBusHbl QI B
TOouke /I n
BbipaBHMBas
KpuBusHy A

3Ha4nT, ABNXKeHMe obracTu 3aBUCUT OT cpeaHEeNn KPUBU3HbLI FyObl U
NPOCTPaAaHCTBEHHON AUCNEepPCUUN ee KPUBU3HLI



KpuBu3Ha ryobl bnacrtonopa (ytonweHHas cTperika) BbiTeCHsIeT
NCXOOHYHO KPUBU3HY OKPYXXHOCTU KpaeBOW 30HbI (TOHKME
CTperiku) nogobHO TOMY, Kak OAUH (peHOTUN BbITECHSAET OPYrou

MatemaTnyeckumn
aHanor
NPUCNOCcob6sIeHHOCTU —
accumMmunauma
KNneTKkamMu cBoero
OKpPY>XeHuSs, T. e.,
BOBJIe4YeHUue
OKpY>XaroLlmX KrneToK B
cBoOe cObCcTBEeHHOoe
aABuxeHue. [1Be
KPUBU3HbI — KOPUBU3HA
3ayatka ' un
6opo3abl
ractpanbHoOro
BNAYMBaAHUA —
KOHKYpPUPYIOT 3a
BOBJIe4YEeHUEe KNeTok




OYHOAMEHTAJIbHAA TEOPEMA ECTECTBEHHOIO OTBOPA
(TEOPEMA ®ULLUEPA): npocTteuwias (rannouagHas) mogenb

OT60p MakcumMmunaupyeT cpeaHo0 npucnocobrneHHoctb W* co
CKOPOCTbLI0, MponopuuoHansHon aucnepcun W*: dw*/dt ~ ¢*w*

NENCTBUE OTBOPA
dX/dt =0 X

dXi/dt = Xi(Wi-W*)  qwiae - OrooW

> i

NosiBrneHune 6oree NpUcnocobrieHHbIX hOPM, KOHLEHTPaLUA KOTOPbIX HUXe
KOHLUEeHTpaunm meHee npmucrnocooneHHbIx doopm, cozgaeT HeyCToOM4YuBoOe
cTauMoHapHoOe COCTOsIHUEe C MaKCMManbHOU CKOPOCTbIO NPON3BOACTBA
3HTponun. CKopocTb NPOM3BOACTBA AHTPONUN MUHUMUIUPYETCA 3a CHET
pocTa KOHUEeHTpauumn 6onee npmcnocobrieHHbIX opM — B 3TOM CyTb OTOOpa




LieHTpbI ABYX OKpY>HOCTEN ¢ paguycamu R, u R conmkarorcs co CKOpOCThbHo,
paBHOM Benu4inHe ux gucnepcum (R, — RD)2 - aHanor doyHaaMmeHTanbHOMU
TeopemMbl oToopa. Paanycbl BbipaBHUBAKOTCS MOTOMY, YTO YeM OHU Grivxe, TemM
nerdye [i'b BoBnekaTb OKpyXatlLiue KNneTkm B CBoe CO6CTBEHHOEe U3MEHEeHue
dopmbl. Y cpparMeHTOB ABYX OKPYXXHOCTEN NOSIBNIAETCA OOLMMN LeHTP, Mo
ecmb, OHM CTaHOBATCA (pparmeHTaMn OAHOU OKPYKHOCTU: CBA3b MexAy
ABWXeHueM u usmeHeHmem cdopmbl N6 ctaHoBUTCA OAHO3HAYHOMU

60 -40 -20 O 20 40 60 80
RL-Rbp



HopmanbHas nameH4YMBOCTb XO0A4a 3aNMbOonnn BblOHa B
CUHXPOHHOM bMKCcaunmn 3apoabilien O4HOM KragKu UKpPbI C
CUNbHON AeCUHXPOHU3aumen pa3sutua: MA — KpaeBoun yron

DD ' .
| . ‘v D@ ) D@ v
D@v D@v Df j vn®v
U3meHuuBOCTL hopmMbl BnacTtoaepmbl NameHunBocTL DV acummeTpuu
3aBUCUT OT reTePOXPOHUN MeXAY TeMnamu COXpaHSeTCA BNNOTh 40
ocdopmneHuna 3apoabiweBoro Konbua (3K) 06pa3oBaHNs 3apOAbILEBOro
U TeMrnamu anmobonum (reTepoxpoHnm wmTka (3LL): 3L, Bo3HMKaeT npu
onpeaensitoT COOTHOLIEHMEe aKTUBHbIX U pa3HOW CTeneHn anuGonum,
NacCUBHbIX HaTSXXeHUU MOBEPXHOCTHU Bapbupyoweii ot 1/3 go 1/2

pasgena bnactoaepMbl C XEJTTKOM) AnameTpa snua



B paHHeM mopdoreHe3e BbOHA 30HbI IKCNPEeccumn reHoB (pa3mep,
cdopma pacnonoxeHue) U3aMeH4YUBbI He MeHblUue, YeM Mopcponorusa

U3meHUYnBOCTb aKcnpeccuu reHa chordin B popcanbHOM CeKTope
Gnacroaepmbl. 3Be3004Ka — 3apoabiw co cnabou akcnpeccuen chordin Ha
BEHTpPanbHOM Mosoce, B AOMNOJNIHEHME K AOPCaNbHOWN 3KCnpeccumn



U3meH4YMBOCTb 30HarIbHOM JKCnpeccum reHoB noaAvYNHAETCA
OCHOBHOMY npaBusty — oHa MakCuuMarsibHa npu nosABJfieHU 30HbI
JKCnpeccun naHHOro reHa " ymeHbLliaeTcAa no Mepe ee OQ)OpMﬂeHVIFI

JKcnpeccusa reHa goosecoid (gsc) nosBnaeTca ¢ Havyanom annoéonuu (A), HO
rioKkanmnsauua U UHTEHCUBHOCTb 3KCNpeccun ctabnnmusnpyeTtcsi no mepe
ochopmneHuna mopconornyeckom DV nonsipHocTn 6nacrogepmeli (C)




NocnepoBaTenbHble CTaAUMU racTpynsauMn BbOHA: OCUUIIIALMMA, OCHOBAHHbIE Ha
yepepoBaHuM Bxoaa u Bbixoaa knetok un3 3K B oobnactu sapoasiweBoro wutka (3L) c
nepexoaom BO BHYTPEHHUU CNOM 3apoAbilia: BXo4 — yBerim4yeHue, BbIiXos —
YMeHbLUeHMe KpaeBoro yrria Ha rpaHuue pasfaena Xxentka ¢ bnacrogepmon




HOPMAJIbHAA USMEHYUBOCTb HAYAJIA TACTPYNALUUU (OOHA KNNAOKA)

v -

3oHa chopmupoBaHua 3L MoxeT coOoTBETCTBOBATL YTOSILLEHHON Unu 6onee
nnotHoun yactu 3K. B nepsom cnyyae 3Ll chopmupyetcsa Ha 6onee paHHen, BO
BTOPOM criy4yae — Ha 6ornee no3gHen ctagun anubonun. B obounx cnyvyasax
pa3nnMuusa gopcaribHOro U BEHTParibHOro CEKTOPOB BbITEKAIOT U3 pa3finius
BeJINYUHbI aKTUBHOIO HaTsXKeHUS1 OKPYXKHOCTU Bnacrtoaepmbl




HOPMAJIbBHAA UBMEHYNBOCTD HAYAJIA TACTPWIALIUNU (BAPOIBILIN
PA3HBIX KJIA/IOK)

FeTepoxpoHun Mexay BXOAOM U BbIXOAOM KIeTOK U3 KpaeBoro Banuka 3L;:
nepexopn knetok 3L BHYTpb — TeMn IMMUTUPYIOLLIEe 3BEHO annbdonun eceu
G6nactopaepmbl (UTOObLI HE NepeKkocUurachb), NO3TOMY, B OXXUAaHUN
cneaymloLlero wara anMéonunun, KrneTku BbICEeNsoTCA BHYTPb 3a npeaenamMmm
3L, n He obA3aTeNIbHO U3 KpaeBOM 30HbI bnacToaepMbl



FTETEPOXPOHWUM NMOCIE NMPOXOXOEHNA 3KBATOPA AULIA YIACAIOT: npwu
TOM Xe Habope MmopdoreHeTUYECKNX ABUKEHUA N3MEHYNBOCTb COKpallaeTcs
MU3-3a YMeHbLUeHUA BKNaga ux HesaBUCUMbIX Bapuauumn (ctpenku — 3LL)

TonwwmHa 6nactogepMbl BapbUpyeT paBHOMEPHO BO BCEX CeKTopax

NMPU 3NUBONTUN OOPCANbHbIN KPAU OBUXETCS NO OBPA3YIOLLEN
LUUWNUHAOPA, BEHTPAJIbHbIN KPAU — MO MEPUAOUAHY COEPUYECKOM
NMOBEPXHOCTWU. 3TO NMNO3BONAET annsonmnn nagt PABHOMEPHO,
HECMOTPA HA SKBATOPUATIbHYKO KOHBEPIEHUWIO KIMETOK K 3LLI.
AMNMNBONNA BNACTOAEPMbI U PASBUTUE 3L YXXE HE MELLAIOT, A
NMOMOTAIOT OPYI OPYIrY



Mpu hakTOpHOM aHanu3e HopmMmaribHOM U3MEHYNBOCTU NPAKTUYECKU BCA
ANCNepCcUa KONMMYeCcTBEeHHbIX NPU3HAKOB pacnpeaensaeTcs Mexay
HebonbLWKMM Yncriom (He bonee Tpex) dpakTopoB, NpeAcTaBNAKOLWMNX
BEKTOPbI KONMEKTUBHOIoO ABUXEHUA KINETOK. ATO AO0Ka3bIBaeT, YTO
reTepoXpoHnn pasaenfatoT MaKPOCKONMMYECKNEe KOMMOHEHTbI KNeTOUYHbIX
ABWMXEHUN C pa3HOU AUHAMUYECKOU reoMeTpuen

IIpusaax ®axtop I @axTop 11 ®Paxtop I ®axtop 11
(cepnn 9-10) (cepnn 9-10) (cepun 12-13) | (cepum 12-13)
Td 0.9 0.0 -0.1 0.9
Iv 0.9 0.0 0.8 0.2
Ta 0.0 0.8 0.9 0.0
E 0.1 -0.8 -0.2 -0.8

NMonoxutenbHasa cBA3b Td n Tv o3HavyaeT akkymynauuio Knetok B obnactu 3K, a
oTpuuartenbHas cBsf3b Ta n E — anubonuio, nayLyro 3a cyeT pagvarnbHOU
WHTEepPKansaumm KrneTok 6nacrogepmMbl B ee LleHTparibHOW 30He

NMonoxuTtenbHasa cBA3b TV U Ta n orpuuatenbHasa cBA3b Td u E o3HavaloT, 4to
Ha AopcarnbHON CTOPOHE TeMN JIMMUTUPYHOLLMUM 3BEHOM 3annMbdonunn aBnaeTca
U30bITOK, @ HA BEeHTPaNbHOU CTOPOHE — HeJOCTAaTOK KrneTokK B obnactu 3K



KoppensiumoHHble rpadbl, cBA3biBalOLwWMe 3HaYeHUA KONTMYECTBEHHbIX
NPU3HaAKOB Ha MHAUBUAYaAlbHbIX TPAEKTOPUAX pa3BUTUA (B cepusx
nocriegoBaTeNbHbIX U3MEPEHUN XNUBbIX 3apoablluen), U PaKTOPHbIU

aHaJIn3
TonwwuHa gopcanbHoOro TonuwuHa DaKTOPHbIN aHanu3
Kpas BeHTPalbHOro Kpas
®axtopHsie Harpys3kH Td (oauH daxtop) | PakTopHbIe Harpysku Tv (oaus daxtop)
Tv9 0.6
ng m \% Tvl 0 Td9 04 e 0.7
0'?/ %0/ 0.5 0 . l0’7 Td10 0.8 v10 0.9
Td13 0.7 7 Td11 Tv13 0. é Tvll Tdill 0.9 Tvil 0.9
0 8\ / / 0 A £ / Td12 0.9 vi2 0.9
08 w2y 06 Td13 0.9 Tvi3 0.9

B npouecce 3aknagku 3Ll ero TonwuHa BbinagaeTt u3
KoppensauumoHHoro rpada, B oTnn4me ot TOSLWMHbI BEHTpParibHOro
Kpas bnacrtoaepmbl. Ana odboux KpaeB (hakTOPHbIN aHANU3
BblaenseTr oavH pakTop U3AMEeHYUBOCTU, N3 KOTOPOU BbinagaeTt
AopcanbHbIW Kpan, BapbUpYHOLWKUMA He3aBMCUMO A0 Ha4vana
BbITshkeHUA 3LL. BeHTpanbHbIM Kpau He BbinagaeT, TaK KakK He
ABINIAETCA LLEeHTPOM KOHBEPreHUUU KNeToK KpaeBoun 30HbI



MopdoreHeTuueckune koppensauum (MK) — aTo npssimas n obpaTtHas cBs3b
copmMbI € opraHnsaumen ee UI3MEeHYMBOCTU Ha AAaHHOM OTpe3Ke pa3Butus. MNMpu
ncuyepnaHum MK nyTtb pa3Butusa gectabunmanpyetcsa ¢ BO3HUKHOBEHUEM
AeTepMMHUPOBAHHOIO Xaoca, U Ha4MHaeTCHA HOBbIN OTPE30K C HOBOM CUCTEMOMN
MK BnnoTb 40 X COOCTBEHHOro ucyepnaHus, u Tak ganee

| — annbonuna 6nacrogepmsbl,
npeagen — cepusauus
3apoabliia n obpasoBaHue
KpaeBoro topa

Il - annbonuna KpaeBoro Topa,
npeaen — npeBpalleHue ero
AopcanbHOro cekropa B
LUITUHAPUYECKYIO
NOBEPXHOCTb

lll - mepnanoHanbHoe
pacTsXXeHue LUIMHAPUYEeCKOM
NOBEepPXHOCTHU, nNpegen —
COKpaLllueHue anameTpa
Gnacrtonopa




PasButne — getepMMHUpPOBaAHHbLIN Npouecc, ecnu (1 TonbKo ecnun) Hoeble MK
BO3HUKAIOT Ha nocrieaoBaTeNbHbIX CTaAUAX Pa3BUTUA B O4HOU U TON XKe 30He

Y BbloHa Tak pa3BuBaetca 90% 3apoabiwen: ucyepnaHue MK gencrByeTt Kak
BO3MYyLLEeHMe C Mariou, HO KOHe4YHOU aMnNnIUTyaoun, 3anyckaruwee HoBble MK



Y 10% 3apogbiwen BbloHa 3L Bo3HUKaeT B To4ke 3amMbikaHua 3K: aTo Toxe
BO3MYyLLEeHMEe KOHEYHON aMNNUTyAbl (TpUrrep KOHBepreHuuun), Ho 6es
npeeMCTBEHHOCTU C NpeaLwecTBYOLWMMU MO BPpEeMEHU CTaauAMU Pa3BUTUSA

3Be3004KN — UCXO4HOE U HOBOE MNOJIoXKeHNe AopcanbHOro cekropa
onacroaepmbl



OHTOINeEHE3 OTIIMYAETCA OT MOP®OINEHE3A NMOABNEHUEM
NMPOCTPAHCTBEHHO-BPEMEHHbIX KOOPOUHAT PA3BUTUA

R

CBeTnas 3anmBkKa —
Onacrogoepma, TeMHas 3ariMBKa
(6onee nnotHoe A -
pacnonoXxeHue KneTok) —
3apoabiweBoe Konbuo (ER) u ER

3apoabliweBbIn WNUTOK (ES)

OHTOIEHES3 nogpa3ymeBaerT, 4To nocriegoBaTtesibHOCTbL hopMm A—D onTtumarnbHa B
OTHOLLUEHUN NMPUCNocobsIeHHOCTU, a ANA ee COONIAEHUA HYXKHO, YTOObLI 06nacTb ¢
OOHUMMU N TEMM Xe OTIIMYUAMMU NOABNASACL NocriegoBaTesibHO HA OO4HOM U TOM XKe
mMecTe. MeCTOM NPUTSXKEHUA U KOHLEHTPaLUN KNEeTOK JOMKEH ObITb OAWNH U TOT Xe

(AopcanbHbIN) CEKTOP KpaeBOM 30HbI bnactoaepmMbl

Ana MOP®OIMEHE3A He cywecTByeT CBA3U MexXAay 061acTbio U MECTOM UIU BPEMEHEM
ee NnosiBNeHus, nu nocrnepgoBaTeribHOCTb (popm A—D cBOAUTCA K YepenoBaHuUKo pas
MopdhoreHeTU4YECKoro Lukmna. YCTon4MBo BOCNPOU3BOAUTCA TONBLKO pasniuume mexay
«CTOKOM» U K MCTOYHUKOM» NMOBEPXHOCTHOMU 3HEPruu — BHYTPU-MHAUBUAYaNbHOEe
pasnuuyuve, He Koppenupyrliee ¢ UHAMBMAYaNIbHON NPUCNOCOONEHHOCTLIO



CxoaHaa AMHaMUKa U3MEHYUBOCTU onucaHa Ansa 3MO6pMoHanbHoOro
B3aMMoOA4eNCTBUA NreHOB B paHHEM pa3BUTUN AP030¢UNbI

HopmanbHoe pa3Butue: AP — aHTeponocTepuopHasa oCb 3apoAablilla,
ABYXCTOPOHHSIS1 CTpenkKa — 30Ha akcnpeccuu reHa Kruppel




Ha pucyHke — 30HbI 3KCnpeccumn
(vHTeHcuBHOCTL hnroopecueHuun MPHK)
reHa eve, MapKupyloLiero nepegHoro
NMOJZIOBUHY KaXXOoro cerMeHTa, Ha
nocriegoBaTesibHbIX CTaaUAX pasBUTUSA

30HbI 3KCMpPeccumn reHoB NpeacTaBnsoT
coboun cepuo rapMOHMK C NOCTOAHHO
YyMeHbLUawLwenucs ArIMHOU BOJIHbI

Mo mepe NpuUGNMXeHUA 30H IKCNPECCUU K nx
OKOHYaTeNnbLHOM fioKanusauuu Bo3pacraeTt
NPOCTPaAaHCTBEHHAaA YNopAA0OYeHHOCTb UX

pacnpeneneHns, a X rpaHMUbl CTAHOBATCSA

BCe boree 4YeTKMMum

Mpu n3yvyeHnn nHonBnayanbLHoOun
N3MEH4YMBOCTHU IKCNpeccumn
OKa3blBaeTCs, YTO pPOCT
YNOpPAAO04YEHHOCTU N 060CTpPEeHne
rpaHuL, KOppernupyrT C
COKpaweHUeM U3MeH4YMBOCTHU
pacrnonoXeHUsA 30H 3KCnpeccumn

sk A )




PaHuLbI 30HbI 3KCNpeccun o60CTPAIOTCA U 3aHUMaloT
OKOH4YaTenbHOe NosioXXeHue U3-3a BO3HMKHOBEHUSA NMONOXUTEeNbLHOro
aKcuecca B pacnpeaeneHun TPaHCKPUNLUMUOHHOW aKTUBHOCTU BHYTpU

30HbI: UHOMBUAYaNbHas N3MEHYUBOCTb COKpallaeTcs 3a cyeT

COKpaLLeHUA ee BHYTPU-UHAUBUAYaANbHON KOMMOHEHTbI

Ikcapeccus rema Kruppel

Fluorescence Intensity

Time Class 1

Time Class 6
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