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oM OHTOreHes, aM6punoreHes 1 XN3HEeHHbIN LUK

OHTOreHes (uMHAMBMAYa/ibHOE pa3BUTUE OpraHM3iMa) - COBOKYMHOCTb
nocnepgoBaTesibHbIX MopdoNorMyecKmx, dbusnonornueckKknx 7]
6MoxMMnuyeckmux npeo6bpasoBaHMM oOpraHusMa OT ___MOMEHTa __ero

3dPOXAEHNUA N0 KOHLIA YXU3HM.

XU3HEHHbIN UUK/Z1 - COBOKYNMHOCTb a3 pasBUTMA OT MOMEHTa ero
3apOXAESHUA A0 CTaauU PenpoaAyYKTUBHOMW 3pPesioCTM.

OMb6puoreHes (sMmbpuoHanbHOe pa3sBuTUE) - 3Tan_oOHToreHesa (dasa
pa3BuTUA), OTMEYE€HHbIN pPpe3KMMMU U3MEHEHUMSIMM B OpraHusauuvum Tena -
OT OAHOW KJ1IETKM 3UroThl 10 Te€Na JIMYUHKU MU B3POC/ZION OCOobMm.
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o XXunsHeHHbIn unkn Drosophila melanogaster
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o OcHoBHblIe 6/10KM FreHHbIX CeTern OHTO- n SMOpHuoreHesa
(CoaeprxaHne nekymm)

(I) O6pa3zoBaHMe rpaAneHTOB BellecTB OpraHU3yroLwmx
pazsutue (MopcdoreHoB)

(1II) PearmpoBaHue kKnertok Ha MopdoreHbl U3aMEeHEeHUueM
X BHyTpeHHero cocrosHua (amddepeHumposka)

(III) nNoppep>xaHue andpPpepeHUNPOBAHHOIO COCTOSAHUSA
KNeTok (3nureHeTnyeckKkoe HacnenosaHue)

1 5
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(I) KoHuenuua MmopdoreHa




rpagneHr MopgoreHa - Ko4yesas KOHUenuuMa B 6mosormm
pa3BMUTHSI, ONUCbIBAKOLWAA MOSNIEKYNAPHbIE MEXAaHU3Mbl, MOCPEeACTBOM
KOTOPbIX 3MWUCCUSA MONEKY-MOP(POreHOB M3 ONpeaAeneHHbIX obnacTten
SMOPUOHOB MOXET onpeaensaTbe AMddepEeHUNPOBKY OKPYKaKLWMX KNETOK.

MopgoreHbl - 3T0 CeKpeTupyemble K/NETKaMW  CHMrHaJibHble
MoOJ1IeKyJibl, OPraHuU3yowme oKpyXallwme KNeTKU B naTTepHbl OpMUpys
MO3HULMNOHHYIO MHPOPpMaLHIO.

e 2
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Wolpert L. (1969). .J.
Theor Biol. 25 1-47
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Kaxaasa Knetka MMeeT noteHuuan K
PA3BUTUIO B KNETKY TKaHu A, B unwm C.

KOHUeHTpauuein mopdoreHa.
&

Morphogen concentration

state X
Cells

rmnoresa no3nLNoOHHOW nHpopmMmaLmnm

Mo3uymoHHasa uHdopmauma (rpagueHT
KOHUEHTpauuu mopdgorena)
[MonoxeHwe KEI}I-UJDFI KNeTkn onpenfensaeTca mHTepnpeTupyeTcs

,u,uq}-:l:\epetlumu PYIOWUMUCA KNEeTKaMK,

Morphogen concentration

i

state A

/

Thresholds
EETgT
state B state C
Calls




a Unnwocrtpauma rmnoresbl NO3MUMOHHOW MH(poOpMaLMM Ha
npuMepe pa3sButuna opraHuama D. melanogaster

* .
B D D P ED

—mm——mrmm

MyTanT bicoed fonosa 8 cepenmme
w..-. (6e3 roncaw) m

A Axpon | H lonosa T Topaxc E Bpowxo ; Tenscou
Development (1990). 109, 811-820
CxemaTtmuyeckoe n3obpaxxeHne KJlaCCUYecKkux 3KCrNepuMeHToB, AeMOHCTPUPYIOLWMX,

4YTO reH bicoid koaupyeT MOpP@OreH, OTBETCTBEHbLIM 3a POpPMUPOBaHMUE CTPYKTYP
rofioBbl Yy AP030punbl.
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»‘* leHbl MaTepuHCcKoOro agpdexkra: rpagmeHTbl
mopdoreHoB B oouute D. melanogaster

juul..'hhn'i mRNA pacnpegeneHue MPHK
A / BAONb dHTEPHNO-
“ '\ W A ﬂﬂﬂTEp“ﬂpHﬂﬁ OCH OBOLMUTA
E bt
= mRNA
E — hu'nm' N0 ~——
j mRNA mRENA
Anterior Postenor
A
Hunchback
;E-_ / H‘\-“—N-Anu\
% \\ Caudal —_
z o Himld’(“
¥ A pacnipegeneHume 6enkosB BOONDb
aHTEpPUO-NOCTEPUOPHON OCH
x . I3M6pHMOHa HA PAaHHUX CTaaUAX
Antenor Postenor ﬂpDGHEHHH

10

Weigmann, K., Klapper, R., Strasser, T., Rickert, C., et al. Trends in Genetics, 2003, 19:310-311.
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(II) MoagenbHbIN O6BEKT U3YyUYEeHUN

MexXxaHM3Ma pearMpoBaHus Ha MOpPMOreHbi:

reHHbleé ceTu paHHero amébpuoreHesa D.
melanogaster

11
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XapakrTepHble 0CO6eHHOCTHU paHHero
aMm6puoHanbHoro pazsutua D. Melanogaster

Hopuwansnan nwumnka (usevTom
obo3anavens CTpyKTyYps OTCyTCTBy- MyTanTHaa nWumHka

DWME WAW SAMEHEHHME Yy My TawTa)

i —
il

- M

Gap

S
g n
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m FeHHana ceTb cerMeHTaLnn: nepapxnyHocrtb (Gap-reHsi)

g ACtivation

—/ repression

a anterior
domain

p  posterior
domain
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N

[bicoid]

C Ml 0 rAn

MonexkynsapHasa ocHoBa nepapxmnyHocrtu Irc
cerMeHTayuu: perynaymnsa sxkcnpeccum reHa Kr

[hunchback]

e

Kruppel

Perynauma natrepHa aKCnpeccuu
reHa Krluppel ocyuwiecTBnsietcsa Ha
YPOBHE TpaHCKpUNuun B 06LLEeN
umuTonnasMme amua (4o
(hoOpMUPOBAHUA KJIETOK):
e bicoid akTtusupeT Kruppel,
ehunchback aktusupyet Kruppel
NPUY HU3KUX KOHLUEHTPpauusax v
penpeccupyeT Krippel npu
BbICOKMX KOHLUEHTpauunsx
eknirps penpeccupyet Kruppel

i ——— 14
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NeHHass ceTb cerMeHTayumn: 6J104HOCTb U
nepapxmyHocTb (reHbl napHoOro npasnnaa)

—p activation
— repression

13




_ MonekynsipHass ocHoBa 6/104HOCTH U nepapxudyHocTu IcC
N CerMeHTaynun: peryasiyns 3Kcripeccum reHa eve

Hunchback, Even-skipped

D2 DI
® Bicod (B)
7 \ 0 Hunchback (H)
( ) B Kruppel (K)
3 3 Giant (G)

Perynauua natrepHa 3kcnpeccmn reHa Even-

skipped ocyLwiecTBNaeTCcsa Ha YpPOBHE TpaHCKPUNLUMm . . :
Takxe B obLlen yutonnasme anua (Ao Hunchback. Kriippel. Giant

bopMUpPOBaAHMA KNETOK)
O 7 6
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* FeHHbIEe ceTn pa3BUTHUSI MHOIOK/TIETOYHbIX CTPYKTYP:
# aAncpepeHynpoBka n gerepMmmuHayns

derepmuHayms — Hacnegyemble (B KJIETOYHOU TEPMUHOJIOMNMN) UBMEHEHUS
AnpepenynpoBka — 3KCNpeccmna paHee geTepMUHUPOBAHHOIO (beHoTuna
KoMnereHTHOCTb — CNOCOOHOCTbL KJIETOK OTBEYaTbh Ha cneunuyeckmni

MHAYKTUBHbINA CUTHanN

E2A Id MyoD

T r

L4

CTBOnoBas kKnetka AdeTepMmuHayns AnddepeHypoBKa

XoTsa skcnpeccua MyoD senseTtcsa geTepMmuHaumen, Penpeccus Id cnocobeTeyeTt
0OpasoBaHnK TPAHCKPUNLMOHHO

OAHOBPEMEHHAas MHAYKUWA 3Kkcnpeccun reHa ld He
P Y P aktusHoro gumepa MyoD-E2A — Tenepb

AOnyCKaeT MrHOBeHHOW AudodpepeHUnpOBKA —
avmepbl E2A-1d TpaHCKUNLUMOHHO HeaKTUBHBI KneTku npetepneni AupdepeHLpOoBKyY

17
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FeHHbIE ceTH pa3BUTHUSI MHOIMOK/1IETOYHbBIX CTPYKTYP:

KneTka npoayuupy-
rouwas mopdoreH

CurHan
gocraroyeH

CurHan He
AoCcTaTouyeH

KOMMNEeTeHTHOCTRL?

KneTku
akcnpeccupyioume
BbicokoapPHHHLIE
peuentopbl MmopdoreHa

m rpagmeHTbl Mo reHoB U KOMIIETEHTHOCTDb KJ/IETOK

Knerku He
JKcnpeccupyrowue
peuenTopbl
MmopdoreHa

KOMNETEHTHOCTL?

Knetku npoayumpyrowme
pacTBOPUMbIN
UMHrMburTop mopdoreHa

AEeTEPMHHHPOBAHHOCTD?

C My €40 ran
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FeHHble ceTn pa3BUTHUSI MHOIOKJ/IETOYHbIX CTPYKTYp:
» HUH KTUBHbIEC MEXXKJ/IE€TOYHbIE B3aUM UCTBUS

B npucyTcreum knetok A, knetkmn B
cneunduyHeckum obpasom

AV bepeHLMpytoTCs

Ho B oTCcyTCTBUKM KNETOK A
3TOro He Habnwpaetca

Knetku C cneyudu-4eckn
A epeHUMpPYHTCA

Ho kneTkn A MoryT uHay-
UMpoBaTe aHanorm4Hyr
nungpdepeHUMpoBKy kn. B

192
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(I1II) Noaaep>xaHue auddepeHUNPOBaAHHOIO
COCTOSSHUSA KJ1eTOK: O6LHOCTb reHHbIX CeTen
nosaHero aMébpuoreHesa MHONroK/J1IeTOUHbIX

XUBOTHDLIX

20
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N3MEeHUYUBOCTb Pa3/INYyHbIX CTaAUN PAa3BUTUA MHOIMOKJ/1I€TOYHbIX
OpraHM3MOB HAaNOMMUHAIOT (PUrypy NEecoUYHbiX YacoB: Hanbonee

KOHCepBaTUMBEHbBIMHN OKAa3bliBAHOTCH CpeagHuMe CTagmnmn 3MGPHDI’EH

=~~~ = R -~
~~J- A — N -

[lpocTpancrBo pasauumii (Onoxumuveckne, mopdotornyueckKne ...)

21




a«. CBoWcTBa reHHbIX ceTer cerMeHTaumnmn n (pyHKLUNOHaIbHO
cneynanmlaynmn: KOHBepPreHTHOCTb U UBEePreHTHOCT

— e
- paeres feed hack loog :

=

-~ - - a—_ J.h. '*‘1 w
=y amtive feed back loop__——

KonBepreHuus reHHbIX CeTE€H PAHHEr0 pa3sBHTHH /uBepreHuuss CHrHaja B T[eHHBIX CeTHX
Ha Kawueebie rennl (Hox) renmmbix cereii (pyHkuHoOHANBLHONH cneunam3aunu ¢ Hox-renos.
(GyHKUMOHAIBLHON CeuHaIH3aHH.

B2
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@\ [omeo3ucHbie reHbl (UEHTpasbHble HHTErpaTopbl)

. [OMEe0o3UCHbIE reHbl onpeaenstoT MopdOoIOrMio YacTen Tesa KOTopble pa3oBblTCA Ha
KaXxaoM cermMeHTe (cneunduumnpyroT CerMeHTel Tena).

" [OMEe03UCHbIE MYTaHTbl UMEKOT aHOMalIbHbIOEe CTPOEHUE WU/UNK 4YacTu Tesia Ha
onpeaceneHHbIX CeErMeHTax.

. MpakTUYECKK BCE rpynnbl TOMEO3UCHbIX MEHOB UMEKT KOHCepBaTUBHbLINM AoMeH ~ 180
H.M. HA3bIBaeMblh roMeoboKCOoM.

" [MpoAYyKTbl TOME03UCHbIX NreHOB ABNAKOTCA perysiaTopamMmu TPaHCKPUMLUUWN.

. OaHa M3 Hanbonee U3BECTHbIX rPYnn rOMeo3uUCHbIX reHoB - Hox-reHoB opraHM3oBaHa B
Knacrtep.

. [TopsaaoK 3KCNpeccun reHos Hox-knacrepa coBnagaeT ¢ NnopsaakoM pacnoioXXeHUW reHoB
B KNacrtepe.

. loMmeobokc-coaepxallne reHbl HanAeHbl Y PaCTEHMIA U XKUBOTHbIX.

i ——— 23
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Hox-knacrtep roMeo3uMCHbIX reHOB

Hoxe, chromosoma 15

Hoxd, chromosome 2

24




B — npenok 0nnarepuii;
D — npeaok BTOPHYHOPOTHIX;

E - Beres Ecdysozoa;

L - serss Lophotrochozoa;

P — npenox nepBH4HOPOTHIX.

Beprukanbubie  Oeabie  JanHua B
Or PAHHYHBAKOT OPTOJIOrHYHbIE
rpynnbl reHos (mpodsiemMaTHUHAs
opToJiorHsi  0003HAYEHA 3HAKAMH

BOMpoca).

Nature. (1999). 399, 772-776.
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Hox-knacrep roMeo3mMCHbIX reHOB

Fruit fly
Onychophoran I B Ry

Nematode ¥
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o

Ikcnpeccmnsa Hox-reHoB y pa3sinydHbix rpynn Arthropoda.
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IMarrepHbl IKCIpeccHn
Hox-renos, oTBeuarommx
3a auddepeHUHPOBKY
CerMeHTOB Tea,
BAPBHPYHT Y pa3HbIX
rpynn apTponoj.
Halwaaercs Tpena
CY/KEHHS NATTEPHOB
Ikcnpeccuu reqos lab, pb,
Dfd w Scr B ronoBHbIX
CerMeHTax Tej1a or
naykoodpas3HbIX K
paxkoodpa3sHbIM H
HACEKOMbLIM H
KOppe/IsiHH
nepexkpbiBaHHS
IKCNPECCHH reHos Anip,
Ubx, AbdA ¢
oOpa3zoBaHnem
crieuuHYecKHX Tarm.
Kpome Toro, pasienenHue
poaneii Hox-renoe B
PA3BHTHH ONpele/IeHHbIX
TKaHeH BHYTPH CErMeHTa
TAKKe BO3pacTaer no
Mepe IBOJTHLHH.

Evolution & Development 4, 459-499
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(I1II) Noaaep>xaHue auddepeHUNPOBaAHHOIO
COCTOSSHUSA KJ1eTOK: O6LHOCTb reHHbIX CeTen
nosaHero aMébpuoreHesa MHONroK/J1IeTOUHbIX

XUBOTHDLIX

27




ﬁ CBoOHWCTBa reHHbIX ceTer cerMeHTaLmMm n PpyHKLIMOHaIbHOMN
cneymanmn3almm;: KOHBEepPreHTHOCTb U ANBEePreHTHOCT

| = - b,
iE o
(=8
i 2 ”
on
1] -
8 : g
2 H £
a &
" S
L
g
E
KousepreHuusi reHHbIX ceTeil paHHero pasBHTHS /InBeprenuusi reHHbiX cereii wg dpp m hh
Ha resabie ceTn wg dpp m hh kackaaos curnanos KACKA/10B CHUIHAJIOB BO BpeMsi (PYHKUHOHAJILHOM
CTIeIHAJIH3AINH TKAHEH CerMeHToOB.
28
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Decapen taplegic-kackapg
DF'F'

Kackagbl nepegayun
CUrHas1oB: ux oéwyme
CBOMCTBa

Hedgehog-kackap
ptc
\"' PTGA {PTC-HH}
MO}
)S v\ acpcpérrmprre reHsl

SMO dad

of Wingless-kackapg

FL
FZ2

ARM  PAN
fz/ E\/
fz2 / {ARM}
fz/
fz2

. e NOTUM
3 hEKTOPHLIE reHsl

gt

notum achcbekTopHble redsl 29




OcobeHHOCTH
perynsaynu B reHHou
CeTH CerMeHTaymnm:
reHbl C€rMeHTHOMH

Anterior Posterior
NnossIpHOCTH M Kackaj : .
engrailed wirigless engrailed

rp aﬂ HEHTOB mfnpctl nt compelent cnfﬁpﬂml

Mopc¢goreHos

HacnegoBaHue naTtTrepHOB
3KCMNpPecCuun reHoB 3a CYeT
YCTAaHOB/IEHUS KOHTYPOB
MOJIOXUTEJSIbHbIX
0bpaTHbIX CBA3Een Ha
YPOBHE MEXKI1IETOYHbIX
B3auMOAENCTBUN.




. FleHHas ceTb hOpMUPOBaAHUA aHTEPUO-NOCTEPUOPHON rpaHvl
a KpbIJIOBOro MMarmHanbHoro aucka D. melanogaster

JOO3IHAYEHWR
—pp — BKTHEALMA
— = MHrHOupoBaHK e
[act] — axTweaTopuan fopma Danka
[act-nuc] - axTweaTtopHan dopma Denka, AgepHan GpaKuma
[inh] — wHrnbuTopHas popma Denka

L Myl L340 PAR



NeHHas ceTb POpMUPOBAHUA AOPCO-BEHTPAJIbHOU rPpaHULbI
B4 3 KPbIJIOBOro MMarmHanbHoOro gucka D. melanogaster

- Vv
DL/SER—P» SU[H][inh] 2

D v [5 ;‘*' T N[act-nuc] _F¢T
=""f.'-‘:: #; i v & dl/ser SU[H][act]

D60 3HaYeHMA bx dl/ser
p — SKTHBALMSA t
— = WHrMBMpoBaHKe
[act] — axTwearopHan dopma benka AP, CI'II
act-nuc] — akTBaTopHan dopma Denka, AfepHan ppakuMA V
:Fh] - WHIMDUTOpH ﬂﬁ-;_‘l’_.l'-.'.'rlhn.-'_l Denka qu Fzz Cr P Cr

32
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JlarepanbHoe MHrnébunpoBaHue: BbiOOp KNEeTKn 13

rpynnbl K1€ToK

Delta Delta
target gene | Delta = ?;Hl W I I
Notch{active) W Notch{sctive)
intermediats I ——— Intermediats 1 /-——l mm”“ ) Delta | target gone
Delta Delta

C My €40 ran

Notch - peuenTop.
Nurangel Notch - TpaHcMembpaHHblie
6enku Delta, Serrate.

Nuranp Delta, BocnpuHUMaeTcs
peuentopamun Notch okpyxawowmx
knetok. Monekyna Notch ecneacreue
KOHTaKTa C nMraHaoM, nogBepraeTca
paclwennelnio. BHYTPUKNIETOUYHbIK
nomeH Notch TpaHcnopTupyertcsa B aapo
U obpasyeT TPAHCKPUMNUUOHHBIN
dakTop - penpeccop
anddepeHUMpoBKKU NO HEWPaNnbHOMY
nyTw.

Kawaasa KneTtka NpoHeBpanbHoro
Knacrepa cuHTesupyet peuentop Notch
n nuranp Delta m cnocobHa
WHIrMbupoBaTk W BbITE MHIMOBUpPYEMON.
ONIOKTYaUMU KOHUEHTPauuii 3TUX
6enkos BHYTPU KNETOK YCUNUBAKOTCA
N0 KOHTYPY C MONOXWUTENBHBIMK
obpaTHbIMKW CBA3AMK. B UTOre KNeTkun c
BbICOKOW aKTUBHOCTbIO Delta
OKPYXaKTCa KNeTKaMn C BbICOKOM
akTmBHOCTBIO Notch.

33




XXUMBOTHbIX Ha npuMepe dopMUPOBaAHUSRA
HEPBHOMU TKaHU; UTO TaKOe reHHble CeTu-
MHTEerparTopbl

f'eHHble ceTun GopMUPOBaAHUA CUCTEM OpPraHoB

C My €40 ran
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ey Murpaumns Kneroxk B HepBHOM CUCTEME

HelpoHbl MCNO/Nb3YIOT OTPOCTKM MMasibHbIX KJIETOK KaK HanpasneHue AN MUrpaymm,

TaK>Ke BaX<Hbl benkn aaresnm (UH KTUBHbIE B

wzﬁl
/ /

Teno Beaywwi

OTpocTt
OK rmnm

HEWPOHAa OTPOCTOK KoHyc pocta

Dunonogma —

Aaresana dounonoaunm
NO3BOJIAET KOHYCY

MNy4K aKkThHa
POCTa TAHYTE KNETKY B

_4/ onpeaeneHHoOM

o ___—— Hanpas/eHUm

dunonognm
onpenensaT NyTh
Murpaumm (pocra
OTPOCTKA)

|

MukpoTpyBoykia

Jlamennonoauna — ceTb akTUHOBbLIX (PUNaMeHTOB

C Ml 0 rAn

UCTBUSA)
ATTpakTaHT

SGBP,
Rac1,
CDC42

denonume-
pusauus
dKTHUHAa

PenenneHr

SGBP,
RhoA

NMonume-
pwvu3aums
dKTHUHAa

¢
'

Konyc pocra

33




M HanpaBneHue pocra aKkCOHOB

dunsnyeckmne curHanbl — NpPoAYKTbI
MopdoreHesa TKaHewu
(cTepeoTponusmMm):

(i) »xenobkwu

(ii) orBepcTUSA

(iii) nonble TpybKu U T.A4.

ALre3smeBHble rpaaueHTbl — NPOAYKThI
AnddpepeHUNPOBKU KNETOK
(ranTotakcuc):

(i) HepoBHOe pacnpeaeneHue naMmmHUHa
pnbpoHeKkTnHa (CTUMYNUPYIOT POCT)
mnn GAG (MHrMBUPYIOT pPOCT)

(ii) avdpdepeHunanbHasa aare3nBHOCTb
Pa3/IM4YHbIX HEMPOHOB K pa3/IMYHbIM
KOMMOHEHTaM BHEKJIETOYHOIro MaTpuKca

L Myl 40 PAan

KonnareH |V

Monocsl
+«— KOMMNOHEHTOB

BHEKNeToOvHOro

MaTpuKca

NamuHuH

KyneTnenpyemble
HENPOHBI
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oM Tunbl HeMpoHOB M HepBHas Tpybka

baaoeas K
NNacTUHKA OMMUCYpPanbHbIe -
HelpoHsl
raHrnues
LH2a, b AccoumarmeHble
Islet-1 .
. | ‘
Lmx1 l[— a O
Lim 1, 2 -. .
= 4 .
Lim 3 . . EHTpanE.Hble
MHTEPHENPOHBI
Islet 1, 2 - - .
HwxHAaS ) . MoTopHbie
nnacTrHKa
¢ Tunbl HEMPOHOB
Hotoxopa
[loMeHbl 3KCrnpeccumn onpeaenieHHblX reHOB B HEPBHOMU TPybke AeTepMUHUDPYIOT
rpynnbl akcoHoB (I bl MOpdoreHos)
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A abepHbie ayru BucuepansHeie ,uyzé

Cneyngpunka nHHepsayumnm n Hox-reHsoi

KpaHuansHsIn raHrnmm

HepeHaa TpybOka

2
“

L A

/’Q

MeaeHxuma

Rhom gcme re

CnvHHOW MO3r

Hoxb1
Hoxb?2
Hoxb3
Hoxb4

KpaHuanbHble HEUPOHDI
obpasyroTca 3
MUIPpUPYIOLWMUX KJIETOK
HEPBHOIo rpebHs.

KneTtku HepBHOro rpebHs
HacneaywT nartrepH
akcnpeccum Hoxb HepBHOM
TPYOGKM.

NMarrepH akcnpeccun Hoxb
yCTaHaBJ/IMBAET rpaHuLbl
MHHEepBUpYEMbIX Ayr.

MUrpupyrouime KaeTku
HEepBHOro rpebHs
MHAYUMPYIOT CXOAHbIW
naTtrepH akcnpeccum Hoxb B
aKToaepme.
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Fno6banbHble reHHblie cetu passutua D.
melanogaster n Arabidopsis thaliana
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['omeo3ucnsie myTaunn Arabidopsis
thaliana

A - HOpMa (BHA CBEpPXY),

C - myrauus resa AGAMOUS.
B - Hopma (Buj choky),

D - myranus rena PISTILLATA.

L Myl £O0 PAan

e Fomeo3ucHbie MyTaymn

v

I'omeosncubie myTanmu Drosophila
melanogaster

A - HOpMa (BHJ € J0PCATBHOH CTOPOHBI),
C - myrauus rena Ultrabithorax.

B - Hopma (dororpadus rosioBsi),

D - myranus reia Antennapedia.




n‘. AHanorusa passutua D. melanogaster v Arabidopsis
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A - ¢xeMa OCHOBHBIX
3TAnoB Pa3BHUTHA LIBETKA
A. thaliana.

B - cxema 0cHOBHBIX
TanoB YMOPHOHAITBHOTO
pa3suTHa D.
melanogaster.
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B pip
shk

spz
T
o O6uwan cxema
cacte— :a-é}:ll reHHOM cetu
i A am6puorexesa D.
98, melanogaster
S (6no4yHOCTb M
~Mad~,
smn(” 1) MepapxXxm4yHoOCTDb)
. b
fes gl
Y
C+
v |
[IYHKTHPHBIMH CTPeIKAMH Dfd A - MOACETH YCTAHOBIEHHS
0003HAYECHLI BJIHAHHE, . . EII-ITE[}HD*-IID{‘TE]]HDPHI]FI
OMmoCpeI0OBAHHLIE e OCH TeE.JIAa H €¢
NPOMERKYTOUHBIMH hih ui:: poen hth a;&_ﬁ and ceuH(pHKALHH,
thaxkTopammu.

I[yakTHpom de3 cTpenkn
obo3nauensl Banaaua Hox-
reHOB HA TeHHbIE CETH
JOKAJIBHBIX

BeHTPAJILHOH OCH.

/ j \ l B - nogcers yeranoBaeHun
e B3Tub ; 2 ;‘*;w " cneuHuKaunu aopco-
Antp

C - rpynna noacerei,
KOHTPOJHPYHOITHX

npoueccos | MHTPALLHED KJIETOK.
AH EPEHUHPOBKH H .
mnﬁ&?&uﬁﬂ! D - rpynna moacereii

mopdodyHKUHOHANLHOK
cnenn)HKAILHH CerMeHTOB
TeJIA.
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O6uwan cxema reHHOMU ceTu pa3BuTuNA uBeTka Arabidopsis
thaliana (6NO4YHOCTbL U MEPAPXUYHOCTD)

NaTaTeNumse

Coet Temnepatypa
- ' gl BOUECTEA

ct;:’/ G

LFY

1 i
HAWENWCT K C T

FOpM0m

NAGaoNWCTIAKKH

OOmas cxema reHHOM CeTH pa3BUTHS
userka Arabidopsis thaliana

Crpesnikamu ¢ OCTPbIM OKOHYaAHUEM
0003HaAUEeHBI AKTHBHPYIOIIAE BIHAHNA,
CTPEJIKAMH C TYNBIM OKOHYAHUEM -
HHrHOUPYIOLHE BIIUAHUA, B pamMouky
3AKITIOYEHBI TEHBI, TTPOIYKTH KOTOPBIX
00pa3yroT MyIbTHMEPHI.

A - MojIceTh KOHTPOJIA BEreTaTHBHOTO

COCTOAHMS MepHUcTeMBbI nobdera.

B - noacers MHAVKIHMH LIBETEHHA.

C - mojceTs pazBUTHA YalSIMCTHKOB.
D - mojceTh pa3BUTHA JICNECTKOB.

[ - noacers pa3sBUTHSA ThIUMHOK.

F - noacers pa3BuTHA MI1010JIMCTHKOB.
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(I) 3BOonoOUNA MONEKYNAPHbIX MEXaHU3MOB
pa3BUTUA: NoaBeHue 6,10MHON nepapxmm
reHHbIX CeTen Pa3BUTUA U UX KOMOUMHATOPUKN

i ——— 44
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dDaKTUYecKue AaHHblie: OHU U Te XXe reHbl pa3BUTUSRA
* Yy4YacTBYIOT BO MHOIMmXx npoueccax pazsutusa D.
melanogaster

leH POyHKUMA reHa

delta oripeaeneHne Aop30BeHTpasribHOM OCKU Tena, pasBuTUe 3KTOAEPMbI, MUrpayms
KNETOK 3apoAblleBoro nyTu, passutue sMbpuoHanbHOro cepjua, passutue
Me304epMbl, pasBuTme UeHTpasibHOM HepBHOW CUCTEMbI

Kruppel pPaHHWUK 3MBpuoreHes, pazsutue MansnuruesbiX TpyOOK, pa3BuTue
3M6pPUOHaNbHOW MbILLEYHOW CUCTEMbI, Pa3BUTUE LUEHTPaslbHOW HEPBHOM
CUCTEMbI, pa3BuUTUE aMHMOCEpPO3bl, pa3BnTue rnasa

shaggy AeTepMMHaUUA CErMeHTHOW NONSAPHOCTN, MOP(OreHes WeTUHOK, passuTme
cepaua, MopdoreHes Kpbina

cubitus paHHWIA aMBpuoreHes, pasBUTUE MMarMHanbHbIX IMCKOB, Pa3BUTUE aKCOHOB
finterruptus ceT4yaTKW, pasBuUTUE MONNUKYNAPHBIX KIIETOK

runt PaHHUI 3MOpUOreHes, pasBUTUE LEHTPalIbHON HEPBHOM CUCTEMbI, pa3BUTUE
nepudepmn4eckom HepBHOM CUCTEMBI

dishevelled pa3BuTHE KEHCKUX FrOHA/, OBOreHes, pa3Butue Kpblna

Pt 45
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F daKTUYecKkue faHHble: BEPOATHOCTb (puKcaLmm MyTaLun
NOKaJ/ibHbIX F’€HHbIX CETAX Pa3BUTUSRA

¢

P

{ RFEF XN 7

NNt
&

Yem Oosibine B3auMocBsi3eil B pa3BUTHH 0TAe/1bHOH MOP(O/IOrHYecKOi CTPYKTYPbI ¢ HHBIMH
CTPYKTYpPaMH TeM MeHbIle BeposiTHOCTL (PHKCAIMH MYTALHH 3aTparuBaloineii pazBHTHE
ITOH CTPYKTYPBI.

46

C My €40 ran



*mamuqecuue AaHHbIE: TOMOJIOMrMYHbI€ PSibl U3MEHYUBOCTHU 1N
Hukonato UBaHoBMuYy BaBunoBy (Ha nueHMLax U AUMeH

OCTHCTAN KOPOTKO IIHIb..'IHIHH‘H Delocras
OCTHCTAN

Msarkue nmeHnubI
Triticum vulgare
(42 xpomocombi)

Teepabie mueHuIbI
Triticum durum
(28 xpomocom)

Hamens 00BIKHOBEHHBII
Hordeum vulgare

e 47

C Myl L0 rAn



- daKTUYEeCKUe pAaHHble: paabl U3BMEHYUMBOCTU Y CEMEUCTB CaMbiX
a NMPMMMUTUBHbBIX MHOIMOK/1IETOUYHbIX XXMBOTHbIX — apxeouuarT (n
Anekcero lOpbeBnuy PozaHoOBY)

C My L0 rAn
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* dakTnueckme pgaHHblie: Tunbl unambpuoreHesza (M3MeHEeHM
aMmb6puoreHesa) no Anekcero Hukonaesnuy CesepuoBy,

AHa6onuum — HaaCTaBKK
KOHEYHbIX CTaAMN pa3BUTUSA
(pazBuTHeE YenrcTen y capraHa)

deBnaumm — U3aMeHeHUne NyTm
pa3zBuTtua (pa3BuTue Yellym y
aKynoBbIX pblb n penTunun)

Apxannakcuc — N3MeHeHue
NnepBUUYHbIX 3a4aTKOB

i 49
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: DaKkTUyecKkue AaHHble: NPUHUMN KOMNeHcaAUuMmM PYHKLUUM U
m MO3au4yHaA 3BONHOLUUA MHOIMOKJ1IETOUYHbIX NO HuUkKonaw
Hukonaeeuuy BOpoHUOBY

MpuHUMN KOMNEeHcauMm pyHKLUMKN — cneynanm3ayma ogqHux opraHos ((hyHKUMH) B CBA3MU
C HOBbIMM TpeboBaHMAMM Cpeabl KOMNEHCUPYET ANUTeNIbHOEe OTCTaBaHue TeMNoB
3BONOUMKN APYruX opraHoB ((pyHKUMN)

HepaBuomepHOCTb TEMIIOB
IBOJTIOIHMOHHOIO
npeodpa3zoBaHus NPH3HAKOB
oaHo# cucrembl U [1K®
o0ecneyuBaer:

(1) ObICTPYIO H YKOHOMHYHYIO
NpPHCIOCA0INBACMOCTD;

(2) nyTH A1 AecHeHATH3AIHH
BH/A.

Yem BaxkHee npusHak (pyHKuusa) s
BbIZKHBAHHHA OpraHu3mMa B
KOHKPETHOH cpeae TeM MEHbILe

E.Zholnerovskaya. M. Vorontsova. N Vorontsov,

HU3MEHUYHBOCTH IJTOH (QYHKIHH Novosibirsk. Akademgorodok. RUSSIA. 1972

(oprana).
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N

B smOpnoHaANBHOM PAIBHTHH NPOUECCHl HHAYKLUHHI
MOTYT NpelecTBOBATEL npoueccam mopdoreHesa.

Hanporus, mopoaHHAMHYECKHEe npouecesbl
PAIBUTHHA 00PA30BAHLI CNOMKHO NEPEIeTANILEHCH
CeThbl0 MNPOUECCOB IMOPHOHANBLHONH HHAYKUHH W
anpdepenuHpoBKH.

[IpocToe H3MeHeHHe NAPAMETPOB POCTAa TKAHU NPH
MopocTaTHYECKOM  npouecce MNPAKTHYECKH He
BJAHAET HA NPOUEcChl HHAYKUHH H (POPMHPOBAHHS
narrepHos mopdgoreHos.,

B  mopdoamnamuyeckom npouecce  MaJjible
H3MEHeHHN NAPAMETPOB POCTA MOIYT NMPHBOAHTL K
HHAYKUHH POCTA HOBBLIX TEPPHTOPHI H NOJAHOMY

H3IMEHEHH I NATTEPHOB Mopdorenos
(runepmMaHu@ecTauuH NPHIHAKOB),
IBOMOUHOHHO  MOPPOAHHAMHYECKHE NPoUecChH

PAIBHTHA cnocodHbl K MEHEPAUHH JHAYHTCILHO
Doabmero pazHoodpazus Qopm.

Development 130, 2027-2037 (2003)
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Teopusa: 3BONOLUNOHHbIE BO3MOXHOCTHU MDPCI)BHHHHMH‘IECI{HK 4
MopdocTaTuuecKux npoLueccos BHGPHOTEHESB

Morphostatic

induclive mechansm ’ j
Changes in

l'l'{:f'[II'I':'I'H:E'I'!tTfi'l"l'fl:l"h'l'lﬂu"ﬂ

‘2.3., differential growth’ ’3

No chanes 1

Ureharec pattern
Small diffarences

in inal shape
Dn'elqzmerlelmm
Morphodynamic
SamRn / ’ ’

Ir::h.x:_ﬂue mechariism PR
nanges in :
merphaganatc mechanism ! VEIF *’"I"f‘;m
'8.3., differential growth " ingl sliape

799

F"""'"
Dﬂu.k:;nn.rl..ltrm

. ndusirn machanis™m

| Morolhoge el ¢ mechanisms
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; Teopusa: KauyecCcTBeHHbIA CKAauYO0K B 3BOJIIOLMU NeHHbIX ceTen
m Pa3BMUTHUA B nepnog BOZHNKHOBEHUA GunaTepui‘i.

Stage 1 Slage 2 Stage 3 Stage 4

lﬁ Growth and
pattern formation

;——!'I:. GROWTH

1 Type 1 network

Transduction of
embryonic
spalial cues

T @

L1

1B

Spatud S peatual
!:I'-:Il'l!r".'i'lf'lll..lf'lﬂ' I.F-Irl?.-'.a'l['rh_'!-f'l-l| ey Dabory
domains domains

[[BeTHBIE NPAMOYTONBHAKH — IHXAHCEPHLI: COCTOSAHHE TPAHCKPHMUHH INeHA 3ABHCHT 0T HAAHYHA T (pervisinna 3KCnpeccHH
reHa 4epes onpeaeeHHbIH IHXAHCEP MOKAZAHA LIBETOM)

(A)  Hauaabublii narreps MopQoOreHos NPEANOJAraeTes KAYeCTBEHHO CXOXHM € NATTEPHOM MOP(OreHos 00YCAABIHBAIIHM
NMPUMHTHBHEI  YMOpHOreHes. [IpoaykThl reHoB o0003HAYEHHBLIX 3e1eHLIM B KJeTKe CIaBa OTBEYAKT HA
NPOCTPAHCTBEHHBIH IPAIHEHT MOP(OreHOB AKTHBHPYSI B CBOI0 O'epedb APYrHe reHbl KOAHPYIOMHEe TPAHCKPHNUIHOHHDIE
paxTopbl (0003HAMEHBI KPACHBIM H OpaHKeBbIM). ['eHbl peryaupyemble BTOPHUHBIMH TPAHCKPHIUHOHHLIMH (paKkTOpaMu
o0pa3yoT KacceTs! (MOKA3IAHLI B NPAMOYIOJLHHKE CTIPABA).

(B) Kaccera wnerounwix aupdepenuupopox. MHOKECTBO NpAMOYrOJAbLHHKOB (CTAAHA J) VKABLIBAIOT HA HAJIHYHE
NPOCTPAHCTBEHHBLIX A0MEHOB IKCupeccHH. [oaBAsAOTCH HOBBLIE PEryJsiTOPHBIE CBA3ZH: MEKKJICTOMHbIE HHIAYKUHOHHbLIE
B3IAHMOIEHCTBHA HA MO3AHHX CTAAHAX PAZBHTHA: KOHTYPBI KOHTPOJHPYIONIHE POCT H KJIAETOYHY 0 NpoaHpepanHio,

e 52
Development 129, 3021-3032 (2002)
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a | PEEPECCHEH&H J80JTOUUA KPblNibee Mypaehbes.
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Drosophila Precis Neofaormica Myrmica Cremalogasler Pheidole
i LU AL A i
| 45 mAan.n. I
AT I
BOIHMKHOBEHME
W i O BO T O
I T T T e T T

A M. N

| Lo man.n.

HAAMYME FEHHOMH
| lceTw mopporeneaa
K s A a

Kpbinoson nonudeHusMm noasunca ~ 125 mnH.n. Ha3zaa (kpacHas nonoca Ha gpese). NeHHaa ceTb
o6pa30BaHMA KPbl/la KOHCEpPBAaTUBHA Y HACEKOMBbIX B TeyeHue 325 MmnaH.n. ( )

FeHHble ceTn o06pa3oBaHMA KpbinbeB pabounMx M penpoayKTUBHbLIX KacT MypaBbeB MNOKa3aHbI
COOTBETCTBEHHO B BEpXHEéM U HHXKHEeM psaay avarpaMmm (M3yuYeHHbIe NeéHbl - YXeNTble KPYXXKHW, KpaCHble
KBagpaTbl — NréHbl, 3KCNpeccua KOTOPbIX y pabounx Kacrt oTCyTCTBYET).

i ——— 53
Science. (2002). 297, 249-252.
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a PezpeccueHas 380noyust Kpbllibe8 08YKPbLINbIX

A - [uarpamma npenxkosoro
MUNKosaHua (B cKobOKax pAaHbl

Mecra ofpajoaavun
':U'I{pa L[-lEH HblE HaEBaHHH HHHDH A lE A TSR T b Fol I, r|p|::|||_'|_|.jr1|.+1|.u_
NMPUHATLIE B SHTOMONOIMMK) i
B = Kpeino B3POCNOK

NONTrOHOXKW (P- nceBpoxunku, L
-  HOpManbHbIe NPOAOSbHLIE
WUIKKU)

C - Ha kpwbine Drosophila melanogaster moxHo Habnwapate uYeTbipe "ropadux Touyku" obpa3oBaHuA
ncesgoxunok (P2, P4, P5 n P6). P4 pacnonoraerca Mmexay xuwnkamum L3 m L4 m umeer mecto y fused-
MyTaHTOB. ¥ net-mytaHToB ncespoxunka P2 obHapyxuneaeTcs mexay Kpaem Kpeina m L2, mexay L5 n L6 - P6.
P5 pacnonaraerca mexay L4 v L5 Ha noCTepuMOpHON rpaHuLe 3Kcnpeccun reHa spalt.

34
Development. (1995). 121, 785-801: Development. (1998). 125, 4245-4257,
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(II) dBOoNnOLUUA MOJNIEKYNAPHbIX MEXaHU3MOB
pa3BUTUA: NOAABNIeHUe pa3Hoob6pa3us
pe>xuMoB (DYHKLIMOHUPOBaHUSA NeHHbIX CeTen
pa3BUTUSA

i ——— 55
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Maremarnyeckoe MogesimposeaHune BB&HMOﬂEﬁCTBMﬁ KJIETOK B
m Pa3BHUTHUHN. OrpaHHUYEHHOE HYHNUCJI0 3JTIEMEHTAPHbIX TONMoJaor
reHHbIX ceTen U KOHeYHbIX narrepHos

rpagueHT
WK nonoca

nartrepH COCTOALWMM U3 NONOC

nonocka naTtrepH NnoaodoHLIN
M3 3-X KNeToK cucteme TeLHOpPUHra

C1 | 2 C1 2

| |

2 » 1 2 o 1

KBaaparamu 0003Ha4eHbl NpocTeHiune reHeTHYEeCKHE 3J1eMeHThl — I'eHbl H HX 0e/IKOBbIe NPOAYKTHI,
uudpamu — paliHyHble reHeTHYeCKHe 3JIeMeHThL.
CTpesiki ¢ 0CTPBbIM 0KOHYAHHEM CHMBOJITH3HPYIOT NMPOUECC AKTHBALMH KAKoIi-IH00 peakuun win norok,
C TYNBIM — IPOLECC HHITMOHPOBAHMSL.

56
J. Theor. Biol. (2000). 205, 587-603.
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DddexKT AyniMKaLumMm reHoB Ha MX NpPoAayKTbl: PyHKLIMOHANbHAaA
ﬂ andbdepeHUnaLMA MONEKYNAPHbIX MEXaHU3MOB Pa3BUTH

Duplication Divergence
B 3
P s P P\

i ——— 57

L) & "
“ Lost interaction

New interaction
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m PaznnnyHbie runoresbl NocCAegCcTBmum AynianuKaymm reHoB

Adynnukayna — gerpagayms - KOMnaeMeHTaymsa

>
G _—

BenokA reHA .
— g
Denok H
‘8 _"" obpa3oBaHue HﬂHl‘lﬂEKEHﬂﬁ
ﬁennl{l; "oHB OAHOHanNnpaB/iIeHHOM

perynauum

Aynnaukayma — gerpagaynsa - arreHyauus

) BenokA reHA
=

Denok reH

<———— O6pa3zosaHne mHruburopa
DenokB reHB
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(KOHKYP. MHIrM6up) n namMeHeHune cunbl oTp. o6p. ceaszeu (C)
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21
Va A

yrnankayrnu reHoB KOHTPpOJ/TMPYROLWHNX KOHTYPbBI OTPpHULAaTeJ/IbHbIX o6paTtHbIX CBA3E

[(Fi(y1)- Fa(y2))/Ficy1)|
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Fd(y2), Fi(y1)

Pa3Hana oKpacka cBMAeTeNnbCTBYeT 0 pa3HOM TOUHOCTH
£ M) O PAR KONMMPOBaHUA reHa yl no perynaTopHbiM paioHaMm
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Aynnukaymn reHoB KOHTPONMUPYIOLWMX KOHTYPbI OTPpHULaTelbHbiX 06paTHbI
cBsizer (HeKOHKYpP. MHTM6up) n H3MeHeHne CH/bl oTp. 06p. cBsaizen (

Fd(yz), Fi(y1)
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Pa3Han oKpacKa CBMAETEeNIbCTBYET 0 Pa3HOM TOUHOCTH

C My €40 ran

KONUPOBaHWA reHa yl no perynaTopHbiM paoHaM

60




ey Aynnukaynm reHoB KOHTPOHPYIOWMNX KOHTYPbI
MOJIOXKHUTENIbHbIX 06paTHbIX CBSI3EH

Fit.v) = ¥,

pa3HoHanpaB/iIeHHas per.

Fdit,v):

Pa3Hana oKpacka cBMaeTeNnbCTBYeT 0 pa3HOM TOYHOCTH
KONMMPOBaHWUA reHa yl no perynsaTopHbiM paioHaMm
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B — npenok onarepuii;
D — npeaok BTOPHYHOPOTBIX;

E - Beres Ecdysozoa;

L - sereb Lophotrochozoa;
P — npenox nepBH4HOPOTHIX.

Beprukaabnbie  deqbie  JIHHHH
Or PAHHYHBAKT OPTOJIOrHYHBIE
rpyninbl redHos (npodseMaTH4Has
oproJiornsi 0003HAYEHA 3HAKAMH
BOMpoca).

Nature. (1999). 399, 772-776.
L Ml L0 rAN
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Kom6unHaTtopmka MeM6paHHbIX peLyenTopos m

nmraHgos

L Myl 40 PAan

Nature Reviews Genetics (2003). 4, 39-49.

CurHanbHble Buabl opraHu3MoB
MONEeKynbl | Yy sapiens | D. melanogaster | C. elegans | S. cerevisiae
Jinrangbi
RTK 48 3 4 0
TGF-B 29 6 4 0
Wnt 18 7 = 0
Notch 3 2 2 0
STAT 7 1 1 0
PeuenTtopbl
RTK 25 6 1 0
Wnt 12 6 5 0
NHR 59 25 270 1
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N OCHOBHbIE ugeun neKunm

[ eHHBIC CEeTH AMOpHUOTEHE3Aa U
OHTOT€HE3a SIBJISIFOTCSI TeHHBIMH
CeTAMM-UHTErpaToOpaMu

[ ennvie cemu onmozenesza u smoOpuoceHesd
Xapakmepusyiomcs (260110YUOHUPYIOM) .
(1) BiiounocThI0
(2) UepapXH4HOCTHIO
(3) Pa3HeceHHOCTHIO BO BpeMEHH H B MPOCTPAHCTBE
(4) KoHBEPIreHTHOCTbIO H IUBEPIreHTHOCTbIO
CUIHAJIbHBIX MyTEeH
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N JononHurenbHbie MaTepnansi

http://hpc.bionet.nsc.ru/~genkvg/for study/
http://hpc.bionet.nsc.ru/~genkvg/books/
http://www.macroevolution.narod.ru/

B Mlxl 40 PAN
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