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03.00.30 - Buonorua passutusa, amébpuonorua

Obwaa _xapakmepucmuka _npoueccd OpobaeHus. OcobeHHOCTM JeNeHus KNeToK B nepuos ApobneHua (OTCyTCTBME pOCTa  K/ETOK,
NPOAOMKUTENBHOCTb MUTOTUYECKOTO LMKAA). MpaBuaa KnetoyHoro ageneHua Fepteura-Cakca.

Tunbl ApobaeHus, NX 3aBUCMMOCTb OT KOJIMYECTBA XKENTKa U ero pacnpegenieHus B uMToniasme (NosHoe paBHOMEpPHOE U HepaBHOMEpPHOE, YacTUYHoe,
ONCKOMAanbHOE, NMOBEPXHOCTHOE) U OT CBOMCTB LMTOMN/Ma3mbl (paguanbHoe, cnupasbHoe, ABYCMMMETPUYHOE). 3aBUCMMOCTb TUMNOB Apo6aeHMA OT
CBOMCTB LMTONNA3Mbl U KNETOUYHbIX KOHTAKTOB. MUTOTUYECKUI annapaT. Posb LeHTpUonen, MUKPOGUIaMEHTOB U MUKPOTPYOOUEK B KMHETUKE Kapuo-
W UMTOTOMMU. MPOAOAKNTENBHOCTb KNETOYHOTO LUKAA B NEPUOL CUHXPOHHBIX AeneHnn ApobaeHus.

CmpoeHue 6aacmysnbl y HUBOMHbIX C PA3HbIM munom ApobaeHus. OcobeHHOCTM ONNoJO0TBOPEeHUs, ApobaeHMA M obpa3oBaHuA 6aacTynbl y
maekonuTatowmx. NMonyyeHne annodeHHbIX )KUBOTHbIX: CAUAHUE MOPYA, UHBEKLMM B BaacToumcTy. OnbITbl C TEPATOKAPLLMHOMOIA.

Pose mamepuHcko20 U 3apodsbiuiego2o 2eHOMA 8 npoueccax OpobaeHusa. CTPYKTypa KNETOYHOTO LMKAQ B NEPUOS CUHXPOHHbIX AeNeHni apobneHuns u
AecnHxpoHm3aums. Cnuntes JHK, PHK n 6enkoB B nepuog, paHHUX cTaguii ambpuoreHesa. Posib maTepUHCKOro reHoma B pasBUTUM U BK/IOYEHME FEeHOB
3apozbiwa. MyTaumm ¢ maTepuHCKUM 3ddeKToMm.

Mo3auyHbie u peaynayuoHHbie Aiiya, omHocumensHocmMs amoii Kaaccudpukayuu. OnbITbl NO Pa3geneHuto n canaHno 6aactomepoB. BosHMKHoBeEHME
pa3HOKA4YeCTBEHHOCTM 61aCTOMEPOB Yy PasHbIX FPYMM KMUBOTHbIX. IKBUMNOTEHUMANLHOCTb Agep. OnbiTbl MO Nepecagkam M Ae3aKTUBAUMKM AAep Ha
pasHbIX CTaAMAX Pa3BUTUA. BOSHUKHOBEHME Pa3HO- U 0AHOANMLLEBbIX 61M3HELLOB. EcTecTBEHHAsA NOAM3IMOPUOHUS.

03.03.04 - KnetoyHass buonorms, ULMTONOrus, rTMCTonornsa

BuneTt N2 16

1. TKaHI/I KaK CUCTEeMbI KITeTOK N NX I'IpOI/I3BO,D,HbIX. HeKJ'IeTOLIHbIe CprKTypr - cMMnnacTbl U MEeXKJeTo4yHoe BelweCTBO CUHUUTUIN. nOHﬂTVIe (0]
KINeToYHble I'IOI'IyJ'IFILl,VIFIX.

Bunet Ne 25

1. 3urota — 0 4HOKNETOYHbIN 3apOAbILL, ee FeHOM, aKTUBaL M BHYTPUKNETOUYHbIX

npoueccos. [lpobneHune. 3aknagka 3apoabllLEBbIX JIMCTKOB.

03.02.07 - leHeTHKa

Bunet Ne 2

3. OHTOreHes kak peanusaums HacnegcTBEHHO AeTePMUHUPOBAHHOW NPOrpamMmmMbl PpasBUTHUS.
Buner Ne 3

3. [lericTBme reHOB B paHHeM ambpuoreHese. No3nunoHHasn nHgpopmaumsi, MopgoreHsl.
buner Ne 17

3. XumepHble (annogeHHbIE) XKUBOTHbIE.

03.01.09 - BuouHndopmaTuka

Bunet Ne6
‘MHamBmngyansHoe pa3Butme opraHmamoB. [uddepeHumpoBKa 1 cneumnanmsaumns Knetok. buoreHeTUYECKUin 3aKOH.




OB yém buonorunuecknia cmbicn gpobneHuna?

* Kak wusyuyaror gpobneHme? Kakos OCHOBHO 3MMNUPUYECKUU U TEOPETUYECKUIA
MHCTPYMEHTApPUN Y Uccneposatens, KOTOpPbiM 3aHUMAETCA PaHHUM Pa3BUTUEM?

* Y710 Nnponcxoaut c AMLOM U SMOPUOHOM Y MIEKONUTAIOLLUX?
Yto npeacraBnatoT coboit otaenbHblie NPoLEccbl U MEXaHU3MDI,

3a4eucTBOBaHHbIE B ApobaeHnn mnekonutarowmx? Kak oHu peryampyrorca?

* B KaKux 6uonornueckux aucuuniamHax sHaHue o ApobneHnn moxet 6biTb
aKTyaM3npoBaHO, KaKMM 06pa3om U Ana pelleHUsa Kakux HayuyHbixX 3agau?

* KaK 3HaHue o gpobneHnun moxKet 6biTb YTUIUTAPHO UCNO/Ib30BAHO?
YTto 3a nonb3a OT Hero YenoBseyvecTsy B Lesom?



OpobneHne — cepnss OTHOCUTESTbHO DbICTPLIX,
nocnegoBaTerbHbIX N NPOCTPAHCTBEHHO-YNOPSAA0YEHHbIX
aeneHnn 6rnactoMmepos.

[OeneHna gpobreHnst He cCoONPOBOXAAKTCHA YBENUYEHNEM
obbema brnacTtoMepoB U cyMMapHOro oobema amMbpuroHa.

B pesynsraTte apobneHnsa BO3HUKaET bnacTtyna.

B yem obwedbuonornyeckmm cmbicn gpooneHna?

B npouecce opobneHunsn

n3 ogHoknetoyHoum 3NTOThbl
BO3HUKAET MHOIOKNeTo4YHbIN OO BbLEeKT —

3IMOpPHUOH



BO3HUKHOBEeHUEe MHOrFoK/1eTO4YHOCTU

acTpesn
(no Mekkento)

darouutennal
napeHxumenna
(no MeuyHukoBy
n UBaHoBY)

MHTerpaums oauHaKoBbIX KrnetTo4Hasn
KNEeTOK B KONOHMUIO anddepeHuMpoBKa
MHOXEeCTBO TUNOB KIeToK B mHTerpauua

andbchepeHumnpoBaHHbiX KINeToK B

HUIHGHHOM LUKNe MHOIOKMNEeTOYHbIN OpraHmnam

OBOSTIIOLUOHHLIN Nepexon OT NPOCTPAHCTBEHHON KO BpeMeHHou auddepeHUnpoBKe
(no 3axBaTkuHy, UBaHOBY U AnN€ELINHY)



BO3HUKHOBEHUEe MHOTOK/Z1eTOYHOCTU
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1. WcxopHoe cocTosiHMeE:

- Protozoon, aykapuor, 2n
- MONAPHOCTbL: «rNa3oK» ---- B-BO X

- [X]=1, nogaBneHne obpasoBaHns «rrnaska»

- [X]<4, menos, nsoramus

- [X]=10, [X] >5, muTO3

- pasHble ckopocTn guddysmm X

- MyTareHes

- agresus KneTok

- pacxoXxgeHve JOYEepPHUX KNeToK
nT.Ao.

2. [NosiBrneHne comaTn4eckoro n
repMuMHanbHOro KOMNapTMEHTa,
a TaKke «Haméka» Ha oHToreHes
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3. YBenuyeHune 4ncna KneTok
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4. MNosiBnsaeTcsa ewé ogHa
opraHusytoLas ocb,
OHTOreHe3» YCNoXHAEeTCH

5. YXe ecTb ycTon4MBblE OCWU, OOCTATOYHO
CNOXHBIA «OHTOreHe3» U cneyuanusauus

OpHa n3 mopeneun camoopraHnsauumm (no MapkoBy, 2010)  covarmueckoro omnaprmerta



BO3HUKHOBEHNEe MHOTIOKJ1eTO4YHOCTUA

Volvox carteri

Chlamydomonas reinhardtii

pasHuua B 200 MnH net

cukBeHc 138 MnH nap

p OcHoBaHu reHoma Volvox

14.516 14.566
reHoB VS reHoB

1. Y BOMbBOKCa yBENMMYNIIOCH pa3Hoobpasune

- FEHOB, KOOMPYOLKNX ABa rMaBHbIX ceMencTea 6enkoB
aKCTpauennonsipHoro matpukca — pepodopuHos (pherophorin) n VMPs.
- yncno 6enkoB UMKNMHOB D-Tuna, perynupyroLwwmx KNneTovyHoe gerneHne

2. BonbBOKC apgantupoBan HeKOTopble M3 CBOMX FeHOB AN BbIMOMIHEHUS HOBbIX (PYHKLUMN.
Hanpumep, 6enku cemenctea pepodOprHOB SBOSMIOLMOHMPOBANN B TPUITEPbI rAaMeToreHesa.

Simon E. Prochnik et al., Genomic Analysis of Organismal Complexity in the Multicellular Green Alga Volvox carteri //
Science 9 July 2010: Vol. 329 no. 5988 pp. 223-226.




BO3HUKHOBEHNEe MHOTIOKJ1eTO4YHOCTUA

Deuterostomia
lnphouochozoa . . Ecdysozoa
Bropusmsiii por
CnupanbHoe —
Hpobnenue — VYTpara peCHMMHOIO NOKPOBa,

. KyTHKYNa, JMHBKH

Knactep Hox-renos,onpeaensomuii
nepeAHe-3aMHil NATTCPH

%&e:;one Ma

WIaTepPansHan CHMMCTPHA
Kuimxa ¢ poToBSIM OTBEpCTHEM
H anycom

Llenrpamsusin xsace Hox-reHop
Diromeacnepma

Tlepenumis u 3amenic Hox-ress
Porifera ‘ JrrropepMa

CUHUNTMM 1 cMMnnacTbl
KonoHnanbHble OQHOKITETOYHbIE
dopMbl C Npu3Hakamun crnadown
NPOCTPaHCTBEHHOW

N oyHKUMOHanNbHOM gudpdepeHumaumm

TannomHble opmbl
(HM3WKre Bo4OPOCHN, NMNLLANHNKN)

Mwukpo- n MakpoMULETbI

MHOroTkaHeBOCTb UMK

ﬁﬁwxmmcsmmonmm MHOFOC”OM HOCTb
orsepcTHeM (poT/anyc)

Hepausle ety

HMCBIIMX (DUIIOTEHETUYECKHE OGN ACTBHA.

(o doxaya, 2002)

Cxema 3BOMOLHUOHIIBIX H3MCHEHEH WEIMBH/YATRUOTO PAIBUTHS Metazoa,

21,5-1,7
MIpa NeT Ha3ag
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Caert PUACIEHE IR OCHOMHMX TRYITT MMOTORC TOMHMX ENBOTHLIX,
THITOTETUNECKISC TPYIINL OTMEUSHIM CHMiOasoN (7)

BeHOckas ¢hayHa
(650-570 mnH)
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F'MnoTte3a «KUCNOPOAHOro KOHTPONA»
F'vmnoTtesa «negsitHOM Kynenu»

[NaneoHTONOrMYECKaa NeTonucb csnagetrenbCcrsyetr o Tom, YTO MHOIOK/NIETOYHbIE OPraHM3mMbl BO3HWKA/IN B
Xo4e 3BONUMU OT OAHOKAETOYHbIX 3YKAapUOT He3aBUCMMO He meHee 17 pas. M3 HbiHe cywecteyrowunx

MHOTIOKNETOYHbIX XMBOTHbIX FYOKM BeAyT CBOKO POAOC/IOBHYIO OT OAHOrO npeaka, Torga Kak Bce Apyrue
$opMbl — OT KaKOro-To gpyroro. B npouecce NCTOpPNUYECKOro Pa3BUTUA HA NaHETe BO3HUKNO He meHee 35
TMNOB MHOTFOK/IETOYHbIX OpraHu3moB. M3 HUX A0 cMX Nop cyuwiecTByeT 26, KoTopble NpeacTasseHbl bonee
yem 2 MJIH. BUAOB.



BO3HUKHOBEHNEe MHOIOKINeTo4YHOCTHU

okono 580 mnH nert Ha3saa

JoylwaHbToy

3MOPUOHBLI
® 20017
T ? cepobakTepum
Free-living Propagule
| stage(s) | release

Chen et al. PNAS.
— 2009. V. 106. Ne 45.
“ P.19056-19060

} Huldtgren et al., 2011
» ; Science. Vol. 334. P.
7 __1696-1699.




BO3HUKHOBEHNEe MHOIOKINeTo4YHOCTHU

Placozoa

Trichoplax adhaerens

nad4

ad4
NadaL o pr168a

nad1

ORF627
A
L
coxla / \‘ nad3
c W

Trichoplax adhaerens

c 43,079 bp -
’i '
) / N
\ N /’ nad6
\\\ s x/,
rnl.\b\‘:\.q’\‘:;\ ’*, = \ G.’///, -ST
ORF175 “—gy W ORF1680
nads cox3
Saccharomyces cerevisiae
Monosiga brevicolls
Hydra magnipapillata
f Nematostella vectensis
bpeae ol - 1(1)88100 —Homo sap:‘eps
s = 5 LI 1_@_{—-Loma Qigantea
Pz B 100 % Drosophila melanogaster
" (Z—‘-W/\EMING) Trichoplax adhagrens
Vezaa == Amphimedon queensiandica
() 0,05 changes per site

Srivastavaet al. 2008 The T
/l Nature. V. 454. P. 955-960

Dellaporta et al., 2006 _Mitochondrial genome of Trichoplax adhaerens
supports Placozoa as the basal lower metazoan phylum // PNAS. 2006.

richoplax genome and the nature of placozoans



MHOroknetTo4yHOCTb — 3TO HEe TOJSIbKO U He CTOJIbKO TpuBnasnibHoe
yBeJIn4YyeHne 4HYncria KJietToKk U 4Yuclryia TUNOB KIIeTOK, criararowmx

OpraHusm.

*PaspgeneHune ogHoOpogHOW rpynnbl KNEeToK
Ha coMaTU4YeCKUN N reHepaTUBHbIN
KOMMapTMEHTbI

*Mopdo-hyHKUMOHaNbLHas
HEeOAHOPOAHOCTb COMaTUYECKOro
KOMMNapTMeHTa

» KnemoyHble aHcambiu — yCTon4mMBbIE
CKOMJSIEHNSA KIETOK B BUAE MapeHXumabl
/NN Hanps»KEHHO20 arumeruasibHO20
nnacma

'npOCTpaHCTBeHHOG ornpeaneneHne n
3aKpenneHune KIETOYHON HEOOAHOPOAHOCTHU
yepes yCTaHoBJ1IEHNE NONMAPHOCTU U oceun

*BO3HMKHOBEHME CUMMETPUM
NUNW HapyLLEHNEe CUMMETPUN, UMK
MOHUXXeHue poda cuMmmempuu
(wap — Top — ABOWHOM TOP - ... )

1. Mepexon ot
OAHOKNEeTO4YHbIX KO
MHOIOKJ1IeTOYHbIM
opraHuamam, BO3MOXHO,
He noTpebGoBasn Takoro
OonbLUOro Konuyecrtsa
HOBbIX MEXaHU3MOB, KaK
ObINO NPUHATO CYMUTaTb
paHee.

2. MpocTan xXuBasa cuctema MoXeT
copepXxatb B camon cebe
«CKpbITble» BO3MOXHOCTHU
CaMonpoOUnU3BONILHOIO YCIOXHEHUSNA



B yem 3aknro4yaroTca ocobeHHOCTU ApobrieHna y
MIieKonutarwwmx?

[NMpasuno MNdbntorepa: %e eTEeHO Bceraga TaHeTcs
eHunsa X MIEKONUTAKLMX — 3TO HEYTO OCOOEHHoe
B HarnpaBJieHNN HarMeHbLLEro ConpoTMBIIEHNUS

HEaKTYyaJibHO

[TlpaBuno Cakca: bnactomepbl 06bIMHO OENATCA Ha paBHbIE YacTw,

N MNOCKOCTb KaXXAoro HOBOro AefeHnst nepecekaeT NioCKOCTb
npeawecTBYOWEro gerieHna nog npamMbiM yrriom B CaMOM
Ha4ane

[TpaBuno ['epTBUra: 94po 1 BepeTeHo geneHns obblvHO
pacrnonaralTcs B LeHTpe unTonsasmsl

na

[TlpaBuno banbdyypa: ckopocTb ronobnacTtnyeckoro ApodbneHus
obpaTHO NponopuMoHanbLHa KONMYeCcTBY XKenTka
HeT

[1paBunno yBennyeHus
aaepHO-UMTONIa3mMaTU4YeCcKoro OTHoLLEeHUd




OCOOEHHOCTU ApPOobsieHnA Yy MIeKONUTarLWnx

CTagusi nepBnYHOM
anutenuaaymmn dnactomepos

A Mouse
EO.5 E1.0 E1.5 E2.0 E2.5 E3.0 E3.5 E4.0 E4.5 ES5.0 ES.5 E6.0
Zona pellucida Partially Cdx2-positive

Zygote Two-cell Early
Late
blastocyst
Hum
B Human Partially Cdx2-positive
Zygote Two-cell Four-cell  Eight-cell Sixteen- Compacted Thirty-two—cell Early
cell sixteen-cell morula blastocyst Late
morula blastocyst

& Cdx2-positive TE cell J Oct4-positive ICM cell & Nanog- and Oct4-positive EPI cell ) Gata6- and Oct4-positive PE cell



0COBGEHHOCTM APO6NeHNA y MIeKonuTarLWwmx

Opo6GneHne HapyLleHO, pa3BUTUE HEBO3MOXHO

2N - NapTeHOreHoTbI
2N - aHAPOreHoThbI
2N - TMHOIeHoOTbl

- . 9KCNEePUMEHT
cOon cuctemMbl ecTecCTBEeHHOM

brnokagbl nonucnepmun npmn KO

Mo Eakin and Behringer, 2003
C U3MEHEHUAMK

Ba Tuna 2n«<»4n arperaymoHHbIX XMMep

2 n ' ' I n Arperauva TeTpanfnoMaHoro

ambpuroHa ¢ gaunnonaHbimmu ES-

Pa3Butne BO3MOXHO KNeTKaMu unu kneTkamu BKM

Arperayvsi QUNIoOuAgHOro
3MDpHMOHa C TeTpannouaHLIMM
rmbpnaHsiMn ES-kneTkamm

(Bbinn Nnony4eHs! B nabopatopum
MeHeTuku passutua MUl CO PAH)

B - weTku-noTomKn R - vieTiv-noToMEm I - cveck kneTok
TETPaNMouaHOro napTHepa AVMIONAHOrO NapTHepa oBoux NapTHepos



RNA

O0COOGEeHHOCTU APOOIeHUA Y MNeKONUTaKoLWKUX

COBOKYNMHOCTb MOJEKYNSIPHO-FreHETUYECKUX NPOLIECCOB

A
Early Nid Late
Morula Blastocyst Blastocys! Blastocyst
E3.25 E3.5 E3.75 E4.5
global DNA mathylation
Maternal Mal::ul-lyoothc 2Zygotic EN5 methylation in iICNVERP)
randam XpXm inactivation in EPI
Xp inactivation in ICM
iy Xp inactivation in TE
B
EsS
TE
1coll Blastula Gastrua EPI
Time
PE
astocoal
B cux2, Tead, Eomes B coxz, Tead, Eomes & Nanog
EA Nanog (<o) Cox2, Tead, Eomes & Galab
! Gatas BN cuxz Tead, Eomes a Gatab & Nanog
88 Nanog > Gata6 .Y cell sorting
¥ Gatas> Nanocg I11 positional induction

Gasperovich, Natale 2011



OCOOEHHOCTU APOONEeHUsa y MIeKONUTarLWmnX

«PasButmne mnekonurtarowmx BbICOKO-PEerynATMBHO»

Tak nu 3T1o?

1.PaHHAA n ObICTpas noteps

NMNROPUNOTEHTHOCTUN Y OTAEJIbHbIX

GnactomeposB

2. pynnbl 6nactomepoB
(anapgbl, TPpUagbl U TeTpaabl)
He pa3BMBaKOTCA

3.PaHHee un ObICTpOe oTaeneHue
OCHOBHbIX KNeTOUYHbIX NMUHUN

4. Mopyna n bnacrouucra,
pa3genéHHble nononam, 4aiwe
BCero He pa3BMBaKOTCH

3

Ckopee «HeT»

Oonna3maTtuyeckas cerperauyus
otcyTtcTByeT (?)

AuHaMmuyeckasn cerperauyus
GnacTtomepoB oOTCyTCTBYET (?)

MoHo3urotnyeckme 6nmsHeulbl
Xumepbl

TepaToreHes

Ckopee «pa»



0COBGEHHOCTM APO6NeHnA y MIeKonuTarLWwmx

CtaHoBneHue NpPocTpaHCTBEHHOW HEO4HOPOAHOCTH

(a) 8-16 cell 16-32 cell
~ (c) Early blastocyst Late blastocyst
Generation of EPI destined or Generation of PE
bipotent inner cells destined inner cells
(b) 8-16 cell 16-32 cell P 4

Blastocyst maturation resulting in three defined
cell lineages; TE , EP| & PE

—+»
@cr @rc @TE @ Bipotent

S J
—

Generation of EPI & PE destined inner cells is random and not
biased by the developmental time of cell internalization

Current Opinion in Genetics & Development

Bruce, Zernichka-Goetz 2010



0COOEHHOCTU APOONEeHUA y MNeKonmuTarLmx

8 cell 8-16 cell 16-32 cell Early blastocyst Late blastocyst
Blastomere Heterogeneity, Polarization & ' TE/ PE progenitors @ TE progenitor @ EPI progenitor @ PE progenitor
Division QOrientation Bias ® TE ® cPI ® PE
N . NS .
SR N
Inter-related cell fate Lineage refinement & commitment
decisions

Current Opinion in Genetics & Development




http://php.med.unsw.edu.au/embryology/index.php?title=Mov
le_- Model Embryo to 128 Cell Stage

OTO ANEKTPOHHas cMMynauma ApodneHns y Mblliu
Mopenb

Simulation includes trophectoderm formation in “position-based” model,
blastocoel growth and endoderm (primitive endoderm) formation by differential
adhesion and directional signal mechanisms.



a multi-step
processes with
deterministic
causation ...
can be so
complicated as
to be practically
unpredictable

‘Stochastic’
does not mean
‘disorganized’,
‘unpredictable’
or ‘unbiased’

NATUREREVIEWS | GENETICS

0COOEHHOCTU APOONEeHUA y MNeKonmuTarLmx

Many biologists divide animals into two groups with dif-
ferent developmental principles: either developmental
events are ‘tightly regulated’ by molecular determinants,
as in flies, or they exhibit flexibility that is attributed to
randomness (stochasticity'), as in mammals. Recently
there has been renewed interest in ‘gene expression noise,
and it is now cited in support of a stochastic view of mam-
malian development. However, can we really distinguish
lawful regulatory action, which is ultimately necessary for
ordered development, from lawless stochastic processes,

(Stochasticity versus determinism in
development: a false dichotomy?

Gene expression noise can suggest a role for stochasticity during development.
But Magdalena Zernicka-Goetz and Sui Huang argue that care should be taken in data
interpretation and language use before labelling developmental events as ‘random’.

trophectoderm (TE) cell. Like many binary cell fate deci-
sions, it is controlled by a pair of mutually repressive tran-
scription factors: CDX2 promotes a TE fate and OCT4
promotes an ICM fate®, The metastable ‘undecided’ state of
bipotent precursors is maintained by balanced expression
of these factors. Small perturbations can tilt the balance’,
and an imbalance can self-amplify by feedback loops
until the stable expression pattern of a committed fate
is reached. Dynamical systems theory of such regulatory
circuits accommodates a stochastic component.

VOLUME 11 | NOVEMBER 2010 | 743

MNATURE REVIEWS | GENETICS

WVOLUME 11 NOVEMBEER 2010 | 743



A

OCOOEHHOCTU ApPOobsieHnA Yy MIeKONUTarLWmnx

Trichoplax adhaerens

1B

NManMHTOMUYECKUN KpPecCT...

NPAMHTHBHBIE KOCTHBEE Poabibl

5
pAQLOTBopeive HACEROMIE ittt SO TP
e . CYMHATEIE
= e oamonpoxagHbe
A T NTHIE! NEPBIIHBIE MIEKONUTIKLME
S RALEDOR OVHO3EBPbI
g g COPEMEHHE e repffonam.
"\ . nenyi%oianpw el
s,"\ HHEHHCTGHDFH: o ™~ 4
) epUnaTyc NPUMATHE peanﬂHM ,g 5
. KakK He‘-ITO, cnapemnuueauqmﬁm
HEpBM nprm (TR T ’
CBA3adHHOE COHPEMEHHIE KOCTHbIE PHiBH
o .
C rnyooKou veveprines s o axynliopssme @ 4

WMAAEHTS

3IMOpuoHU3aLmen, |
TO eCTb — (haKTUYECKUN — Anockne vepm ' @
C napasmMTU3MOM roetmesn P—

[IHHTA (A0S |

.............................................. 1
KIYTHKOBE @

[To CaxapoBon, 2004




OCOOEHHOCTU ApPOobsieHnA Yy MIeKONUTarLWmnx

AKBU(PMHANBHOCTb PAa3BUTUA NPU 0OMNMKM YaCTHbLIX BapMalun caMmoro npouecca

JpoGaense cyMuarofl MEIH Antechinus
(o Heanopon-Kanzac)

Oty o o Kenac)

A - Saacremies 20 Hesaze spolimont, 5 w B — cvaoe 4 w8 Soscrouepcs, -1 = naccxoern 1, 7w 3ue
DEDENNR, JT = PACTRIFEmN0E DeTLC.

- BbIOPOC XenTKa y HenapHOKONbITHbIX;

- HepaBHOMepHoOe ApobneHune y oBLUbI;
-obnuratHasa NoNMaMOpPUOHUA Y
OpoHeHoOcCUEB;

-po3eTKooOpa3HbIe Nnockne 8-kn
3MOPUOHBI Y KPbIC;
- 3rIOHrauus 6nacTouncTbl y
NapPHOKOMNbITHLIX U Y XULHbIX;
-aMOpUOHanbHasa auanay3sa y XULHbIX,
KOMbITHbIX, TAaCTOHOIMX U Ap-;
-racTpynsauma nop brnectsawen oo60no4YKkon
y 3anueobpa3HbIX U KyHULeobpa3sHbIX
u T.A0.
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Knagorpamase Amniota, OCHOBAMHASA 1A TPHIIKAX CONPEMEHHLIX

JIATYLLKa ® Mexonaenx ewaon (no: Wilking, 2002).



MHOrokneTo4HoCTb — 3TO HEe TOSIbKO U He CTOSIbKO TpuUBUaANibHOEe
yBerivdeHMe 4Yucna KIreTtok M 4Yucrna TUNOB KIeTOK, chnararowmx
OpraHusm.

ITO
« PasgeneHne ogHopogHOWM rpynnbl KIIETOK HA COMaTUYECKUN U
reHepaTUBHbIN KOMMNAPTMEHTDI

* Mopdo-dyHKUMOHaNbHass HeOAHOPOAHOCTb COMATUYECKOro
KOMMapTMeHTa

* KnemoyHbie aHcambsiu — yCTONYMBbIE CKOMMEHUA KNETOK B BUae
rnapeHxXuMbl VNN Hanps>kEHHO20 anumesnuasbHOo20 nnacma

* [TpocTpaHCTBEHHOE onpeaeneHne 1 3akpenneHne KneTo4YHom
HEOAHOPOAHOCTM Yepes yCTaHOBEHME NONSIPHOCTU U ocel

* BO3HMKHOBEHNE CUMMETPUMN
UIMN HapyLLEHWE CUMMETPUN, UMW MOHUXeHUE poda cummempuu
(Luap — Top — ABOWNHOWN TOP - ... )
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