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MOP®OI'EHE3, MOP®OMEXAHUKA U TEHOM
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buonornyeckuii Gpaxynprer MOCKOBCKOTO TOCYIapCTBEHHOTO YHHBepcuTeTa, Poccus,
e-mail: morphogenesis@yandex.ru

MopdoreHne3 OTHOCHTCS K IIpoLeccaM CaMOOPTaHN3aLMU B IOATOMY JTOJDKEH ObITh OCHOBAH HA HEITMHEHHBIX
00paTHBIX CBA3SIX MEXKIY €ro JMHAMUYeCKHMH KOMIIOHeHTaMu. [Ipenaraercs Monenb oOpaTHBIX CBSA3CH
MEX]Ty ITACCUBHBIMH ¥ aKTUBHBIMH MEXaHUYECKHMH HAIPSDKCHUSAMH B OMOPHOHAIBHBIX TKaHSIX, KOTOPbIE
MOTYT WUTPaTh POJIb ABIDKYIINX CHII Mopdorene3a. O0CyKIaeTcsi COOTHOMICHNE TEHETHIECKUX (DaKTOPOB
1 MOP(OTeHETHYECKUX MPOLIECCOB B HHAUBHIYaIbHOM PAa3BUTHH H 3BOJIOLHH.

KunroueBble ciioBa: MOphorenes, MeXaHHIECKOE HAMPSKCHUE, MOJICITH Pa3BUTHS, SKCIIPECCHS TCHOB.

Mop¢orenes B MIUPOKOM MOHHUMAHUKM — HTO
o0Opa3oBaHue HOBBIX ()OPM U CTPYKTYp (OT BHYT-
PUKJIETOYHBIX JI0 MAKPOCKONMUYECKHX) B XOZE
SMOPHOHAIBHOTO Pa3BUTHS OpraHu3MoB. (BHyT-
PHUKIIETOUHBIE MOP(OTEHE3bI OOBITHO HAa3bIBAIOT
uuroauddepeniupopkamu.) C MmophoreHe3om
CBsI3aH OYKBaJIbHO KaXK[IbI MPOLIECC WHIMBHILY-
aJbHOTO PA3BHUTHS, PABHO KaK M ABOJIOIMOHHBIC
npeoOpazoBanus. beccriopHo, MopdoreHes npe-
craBisger coboil Hanmbomnee MOAPOOHBIN U B TO XKe
BpeMsI yIIOPSI0USHHBIN MTPOIIECC CaMOYCIOKHEHHS
13 BCEX MPOUCXOISIINX KaK B )KUBOM, Tak U B He-
JKUBOU IpUpOJIE.

Tem He MeHee oOIeTPUHSTOM Teopur MOpho-
reHesa JI0 CHX 0P He CYIIeCTByeT. MBI He MOKEM
OTBETHUTH, TOUEMY TI0 XOAY Pa3BUTHS OIHHU TPO-
CTpPaHCTBEHHBIE CTPYKTYPBI CMEHSFOTCS CTPOTO OTI-
PEIEICHHBIMU JIPYTUMH WM ITOYEMY B HEKOTOPBIX
Clly4asiX 3aKOHOMEpHbIE (DUHAJBHBIC CTPYKTYPHI
BO3HUKAIOT M3 BapuaOCJBHBIX M Jaxe Oecropsi-
JTIOYHBIX, HAXOJAIINXCS Ha rpaHu xaoca. Ho camoe
napaJoKcaibHOE COCTOUT B TOM, YTO, KaK MPaBHUIIO,
BOTIPOC TaK W HE CTaBUTCS, U YTO TOAABIISIOIIEE
OONBITMHCTBO HCCIIEOBATENIC BOOOIE HE pac-
cMaTrpuBaeT MOpPQOreHe3 Kak caMOCTOSTEIbHYIO
npobiemy. bosee Toro, moka cunTaeTcs, 4YTo TaKOM
npoOiemMbl BOOOIIE HE CYIIECTBYET.

Takoi B3I, AOCTATOYHO TpaauLUKuoHeH. Joi-
TOe BpeMsl B SMOPHOJIOTHH TOCTIOACTBOBAI IIpedop-
MU3M — YICHHE, YTBEPKIAIoMIee, 9T0 Mopdorenes
KaK ITPOIIECC CaMOYCIIOKHEHHUS BOOOIIE (PUKTHUBEH,

a BCE CTPYKTYpBl OpraHu3Ma MpPOCTPaHCTBEHHO
pa3MedeHbl «M3HAYAIbHOY», B HEKHUH 3araJ0yHbIi
HayaJlbHBI MOMEHT pa3BUTHA. W XOTS OTKpBITHE
I. JIputem sMOpHOHANBHBIX PETyisnuid Oomee
100 et TOMy Ha3aJ CTPOTO JOKA3aJI0 OTCYTCTBUE
M3HAYaIbHON «Pa3METKN», OTAETIbHBIE ()PAarMEHTHI
9TOTO BO33PEHUsI CYHIECTBYIOT A0 cuX 1op. K HuM
OTHOCSITCS yTBEPKACHUSI, UTO caM 110 ceOe pa3Bh-
BAIOIIMICS OPraHnu3M He 00J1aJaeT CaMOCTOSITEIIb-
HOMW AMHAMUKOH, a JIMIIb TACCUBHO BOCIIPUHUMAET
IIPEeNENbHO JeTaIU3UPOBAHHYI0 MHGOPMALUIO,
3alUCcaHHyI0 Ha Kakoh-mibo pyroi marpuie. Ta-
KOBBI CYHICCTBYIOIUC NPEACTABICHUSA O TOM, YTO
MopdoreHnes u BooOIIe Bce MPOLECChl pa3BUTHS
«3anporpaMMHpOBaHbl FeHeTHYeCKn». [loBeneHne
9TOTO YTBEPXKICHUS 0 €TI0 JIOTMYECKOTOo Ipeziena
03Ha4as10 Obl, YTO €CJIX Mbl PACIIOIaraeM IOJIHON
nH(opMaIHel 0 CTPYKType reHOMa 0Co0H JAHHOTO
BUJIa, MBI CMOKEM TIpeJicKa3arh ero MopgoreHes.

Ho Bcs coBOKynHOCTH MMEIOIINXCS (PAKTOB —
KaK KJIaCCHYECKUX, TaK U HENAaBHUX — IOKa3bl-
BAECT HECOCTOSATEIBHOCTh 3TOI0 YTBEPKIACHUS
(Bmpodem, u 6€3 TOTO IKCTIEPUMEHTAIIEHO HEIPO-
Bepsiemoro). [Ipexae Bcero, MophoreHes Juiiib B
MaJIOH CTETeH! BUIOCTICU(IUYECH — eTo HanboJee
($yHAaMEHTaIbHBIE MPOLECCH MPOTEKAIOT CXOJ-
HBIM 00pa30M y FTeHETHUECKH BECbMa Pa3IMYHBIX
opranu3MoB. Erie BaskHee IOMHHUTB, YTO T€HOM U
MOp(OreHe3 — CyIIHOCTH COBEPLIEHHO Pa3HOTO
nopsaaka. HpI/I BCEX N3MCHCHMUAX B3IJI110B HA I'CHBI
cO BpeMeH MeH/iensi OHH BCeT/a PacCMaTPUBAIOTCS
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KaK CTaTHYECKUE IMCKPETHBIC (DAKTOPBI, TOT/IA KaK
Mop(doreHe3 — 3T0 pa3BOPAYMBAIOIINNCS B TIPO-
CTPaHCTBE—BpPEMEHN KOHTHHYAJIbHBINA (HepacuJie-
HUMBIH 110 XOTy CBOEMY Ha OT/AEJIbHBIE TPU3HAKH )
rporecc. [ToHsATHO, 4To npsiMast IPOEKIHsI OHOTO
Ha JIPyToil HEBO3MOXKHa. J[aXe eCliu MPUHSTH, 4TO
Ka)/IbIi 11ar MopgoreHesa CBsi3aH C aKTUBAIUCH
WJIH perpeccrueii onpeielIeHHBIX TeHOB (Ha CaMOM
JIeIIe 3TO He TaK), TO MPOCTPAaHCTBEHHO-BPEMEHHOE
pacrnrcaHye aKTHBAIMH/PETIPECCHN TE€HOB JIOJHKHO
OTIPEAETISITHCS. HE MU CAMHUMH, a BHE- (911~ ) TCHE-
TUYECKUMU (PaKTOPAMHU, IPSIMO UIJTH KOCBEHHO CBSI-
3aHHBIMU ¢ MOp(horeHe3oM. OTHAKO UCCIICIOBAHUS
MOCIICAHUX JICCATUIICTUN TOBOPST O CYIIIECTBEHHO
OOJBITIEM: 0Ka3aJI0Ch, YTO OJHHU U TE ke (TOUHee,
TOMOJIOTHYHBIC ) HAaOOPHI TEHOB, OEITKOBEIE (PaKTO-
PBI W/HJTH CUTHAJIBHBIC KACKa bl 00SCIICUNBAIOT KaK
Y pa3HbIX BUJIOB, TAK M Ha PA3HBIX CTAMSIX Pa3BU-
TS OJTHOTO U TOTO € BUJIa COBEPIIICHHO Pa3HbIC
MophoreHeTHUeCKHe rporiecchl. U, ¢ mpyroii cto-
POHBI, TOMOJIOTHYHBIE SMOPHOHAIIEHBIE CTPYKTYPhI
y ONM3KHUX BHIIOB MOTYT UMETh HETOMOJIOTHYHOE
TeHETHUYECKOe obecredeHne. ITo ObIIO SICHO YXKE
H.W. BaBunosy (YaiikoBckuii, 2008. C. 165) u
Mo3ke ObLIO MOJTBEPMKICHO BO MHOKECTBE paboT
(Wray, Abouheif, 1998). CnenoBarensHo, 3Hasi, Ka-
KOM T'€H 3KCIIPECCUPYETCS UM KaKO CUTHAJIbHBII
KacKaJl B JaHHbIM MOMEHT Pa3BUTHS U B TAHHOU
JIOKaJIM3allii PaboTaeT, Mbl HUYEr0 HE MOYKEM CKa-
3aTh O TOM, KaKOW MOP(OreHETUUECKHIA TIPOIIECC
cocroutcsi. O4eBHTHO, YTO MPUPOJIA pACIIOIaraeT
BeChbMa OI'PaHUYCHHBIM HAOOPOM T€HETHYECKUX
(haKTOPOB M CHUTHANBHBIX MyTEH, KOTOPBIMH 3apO-
JIBIII PACTIOPSIKAETCS COTIIACHO ITJIAHy CBOETO pas-
BUTHS KaK HEOOXOJMMBIMH, HO HE COICPIKAIIMH
UH()OPMAIIMIO OPYJIUSMHU: MOJOTOK HEOOXOIHM,
4TOOBI 3a0UTh I'BO3Jlb, HO HE OH ONPEACISET, T/C
Y KOT/Ia I'BO3/Ib Oy/IeT 3a0MuT.

Taxum o0Opa3oM, TpyIHO M30€KaTh MapaoK-
CaJbHOTO Ha TEPBBIA B3IV YTBEPKICHHS, 9TO
2eHemuyeckue Qaxkmopwvl npu cell ceoell 8aic-
HOCTU 808Ce He CO0epICcam 6 cede CKOTbKO-HUDYOb
00HO3HauHOU uHGopmayuu o pazeumuu. Ilocnen-
Hsisl, OYEBHUJIHO, UMEETCs (a TOUHee — BO3HUKAET
0 XOJTy JIeJa) B CaMOil pa3BUBAIOIICHCS CHCTEME
KaK TaKOBOW. DTO BIUIOTHYIO MOABOAHUT HAC K
Npe/ICTaBICHUIO 0 MOpdoreHe3e kKak o mporecce
CamoOpTaHu3alny.

JlaHHOE yTBEpXKJICHHE HE SIBJISCTCS YUCTO
CJIIOBECHBIM, KaK mHorna aymaror. CoBpeMeHHas

teopusi camoopranusanuu (TCO) — 3To mourHas
CHHTETUYECKasl OTpaciib COBPEMEHHOW HAyKH C
MaTeMaTHIeCKON «CepIIeBHHOI» U OTBETBIIE-
HHASIMH B CTOPOHY (DM3WKH, XUMHHA ¥ OMOJIOTHHU.
st mepBoro o3HakomuieHust ¢ TCO MOXHO peko-
MeHioBath padory Kampa (2002). Huuero 6mmke
K QyHIaMeHTaIbHBIM podiaemMamM Mopdorenesa,
nexenu TCO, B Hayke nmoka He co3gano. Kakue
JKe CBOMCTBa MOp(oreHe3a MOTyT OBITh a/IeKBATHO
ommcanbl Ha s3pike TCO? Ilpekme Bcero — 3To
«camoycoxkeHue». JlaHHbII He BIIOJIHE CTPOTUI
TEpMHUH KOPPEKTHO repeBoauTcs Ha si3bIk TCO kak
cnonmarHoe (poTeKarolee 0e3 BHEITHUX BO3JICHC-
TBUH) MOHIDKEHHE TMOPSIKA CHMMETPHUA OOBEKTa
(muccummeTpuzaryst). MHOTOBEKOBasT TEHICHITHS
CUHTaTh, OyATO MOpdoTeHe3a HE CYIIEeCTBYET,
ObL1a CBA3aHa C (4acTo MOJCITYIHBIM) YOSKICHUEM,
YTO «CaMOYCJIOKEHHE» MPOTHBOPEYUT 3aKOHAM
npuponsl. OxHako s paccMarpuBaeMbix B TCO
YAAJCHHBIX OT TEPMOIMHAMUYECKOTO PaBHOBECHSI
HEJIMHEWHBIX CUCTEM 3TO HE TaK: B ONPEACICHHBIX
YCIIOBHSAX OHH TEPSIOT yCTOWINBOCTD, U TOTZA BO3-
MOYKHO TTOHW)KEHHE TIOPSIKA UX CUMMETPHH O]
BJIMSIHUEM HHYTOKHO MalbIX BO3/EHCTBHH, T. €.
MPAaKTUYECKU CIIOHTAHHO.

Henuueiinble B3auMoaeicTBUS moapazyMe-
BaIOT HAJIW4YHE OOPATHBIX CBS3EH, U3 KOTOPHIX
HanOoJpITIee 3HAYCHUE TSI MOpQOoreHe3a NMEIOT
«+, — » oOpaTrHbIe CBSI3M MEWKJTY JBYMs MIEPEMEH-
HBIMHU (TIEpBasi U3 HUX CTUMYIUPYET BTOPYIO, a
BTOpast ”HrUOUpyeT nepByro). [Ipu 3ToM Bo3HHKaeT
IIUPOKUH CIIEKTP MEPUOJNUSCKUX BPEMEHHBIX U
MIPOCTPAHCTBEHHBIX CTPYKTYpP (aBTOKOIECOAHUN U
ABTOBOITH) — TJIABHBIX JIEMEHTaPHBIX COCTABIIAIO-
[IUX IPAKTHYECKH BCeX MOP(OreHeTHIEeCKUX MPo-
1eccoB. BaxxHo, 4TO Takue CHCTEMbI HEMPEMEHHO
SIBIISTIOTCSI MEPapXHUAMHU, COCTOSIIMMHU U3 CTPYK-
TYp-TIPOIIECCOB Pa3HBIX XapaKTEPHBIX pa3MepoOB
(Sch) u Bpemen (Tch). daxTopsl, ynpapmistonme
WX TIOBEJEHHEM, CAMH MMEIOT HepapXUUeCKyIo
cTpykrypy. @akropsl ¢ MmanbiMu  Sch u Tch (y3-
KOJIOKQJIM30BaHHBIC B MPOCTPAHCTBE M BPEMEHH )
Ha3bIBAIOTCSI IMHAMUYECKHMH, a ¢ 00IbIIMMHU Sch
u Tch («pa3mMbITBIMI B IPOCTPAHCTBE—BPEMEHH ) —
napaMmerpudecknmMu. Ecim nuHaMudeckoe ympas-
JIEHNE MMEET CXOJICTBO C TPAJAUIIMOHHBIM (IS JIH-
HEHHBIX CUCTEM) CYTy0O JIOKJILHBIM [IOHUMaHUEM
MIPUYMHHO-CIIC/ICTBEHHBIX CBA3EH, TO HENOKAJIbHOE
napamMeTpHyYeCcKoe yIpaBleHHE — MPUHIUIHAAIEHO
HOBasi YepTa HEJIMHEHHBIX CHCTEM, IIPHYEM UMEHHO
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OHa onpezenseT Hanbonee GyHAaMEHTaIbHbBIE UX
0cOoOeHHOCTH (HalpuMep Halu4ue ¥ Habop He-
YCTOHYHBOCTEH).

Ve otu cambie obmue mousatus TCO coep-
HICHHO MO-HOBOMY BBICBEUMBAIOT OTHONICHUS
MEXJy TeHETHUYECKUMH (pakTopamu U Mopgore-
He3oM. Ecnu paccmarpuBarh TeHOM Kak HaOOp
OTJICNIbHBIX T€HOB, TO MOCJIEIHUE HA/I0 OTHOCHUTH
K KaTeTOPHH JTHTHAMHUIECKHUX (PaKTOPOB, ITOCKOIBKY
OHH JIEHCTBYIOT Ha MaJIbIX OTpPE3Kax BPEMEHH H
JIOCTAaTOYHO JIOKaJbHO. Kak y»e roBoprIiiock BhIIIE,
9Ta KaTeropysi TeHeTHYeCKUX (PakTopoB eiicTByeT
HE CaMOCTOSITENIbHO, a B TECHOM CBS3U C (haKTo-
pamu snurenerndeckuMu. C JApyroil CTOPOHHI,
YTOOBI TEHOM HTPajl POIb TTApaMeTpa, OH JTOJKEH
COCTOATH W3 KPYIHBIX OJIOKOB, MHBAPHAHTHBIX BO
BpPEMEHH U IPOCTPaHCTBE pa3BuTHs. COBpEMEHHbIC
CHUCTEMHBIC TOAXOMbI K TeHOMY (MHTEpeC K ero
«KPYIHOOJIOUHOW» U TPEXMEPHOH CTPYKTYpe U K
renernaeckuM cetsim (Huang, Ingber, 2000; Dahl et
al., 2008; Cucremnas ..., 2008)) k aToMy OJIH3KH.

B mocnemree Bpemst TCO akTHBHO HCTIONB3YETCS
JUTSL TIOCTPOCHHUS] IMHUTAIIMOHHBIX MOJIETICH, BOCIIPO-
W3BOJSIIMX C TOW MJIM MHOM CTENEHBIO TOYHOCTH
HEKOTOpbIE peanbHble MopdoreHessl. O0CyanM 1eb
MoI00HBIX padoT. [ IoHATHO, 4TO eciu ISt UMUTALTUH
OepyTcst OTHOCUTEIHHO KOPOTKHE OTpe3Ku Mopdo-
TeHe3a ¥ TeM OoJree, €CIIM OHU HE COIIPOBOYKAAIOTCS
MOHW)KEHHEM TIOPSIIKA CHMMETPHUH, TO IPH CBO-
00/HOM TIOI0OPE TTApaMeTPOB MMHUTAIIMS 3apaHee
3aJJaHHOW TOYHOCTHU «00pedYeHa Ha ycrex». Takux
«IIOJITOHOYHBIX)» MOJIENICH THTIA «YTO BIOYKHUIIHU, TO
Y TIOJTyYHITN» B JINTEpaType 1Mo MopgoreHesy, 1a u
B IPYTHX 00JIACTSIX OMOJIOTHH TOBOJIHHO MHOTO. Ha
HaIll B3IVISAJ], OHM MaJIo JIAt0T JUIsl petieHus pyH/a-
MEHTaJBHBIX MpoOiieM. Mojenu, NeHCTBUTEIBHO
Ba)KHBIC JIJIsl TIOHUMaHUsT MOpP(OTeHe3a, JTOKHBI
00I1a1aTh CIIEAYIONINMH YepTaMu:

1) oHM AOMXKHBI MpeaaraTh CXeMy MaKCH-
MaJbHO YHHUBEPCAIBHBIX I Mopdorenesa (T. e.
JNEUCTBYIONINX Ha MaKCHMalbHO MPOTSIKECHHBIX
OTpe3Kax MpOCTPaHCTBa—BPEMEHH Pa3BUTHS) 00-
paTHBIX CBSI3€H, MPUBOISIIUX, TTOMUMO MIPOYETO,
K MOHMXKEHUIO Topsiaka cummeTpud. [1o kpaitneit
Mepe, UTSt IPOCTEUIITNX CUTYallni HATMIue TaKuX
00paTHBIX CBA3EH MODKHO OBITH AMITHPHIECKHU
MOATBEPIKIACHO;

2) 4uci0 CBOOOTHBIX TAPAMETPOB JIOIKHO OBITH
MUHHMAaJIbHBIM, & CAMH [TapaMeTPhbl OUOTIOTUICCKH
MIPaBIONOI00HBIMH;

3) MoeTH 1OJKHBI OBITH JOCTATOYHO «IPYObI-
MW, T. €. HEUYBCTBUTEILHBIMH K MAJIbIM «IIIEBEIIe-
HUSMY) TAPaMETPOB W/WITA HAdaTbHBIX/TPAaHHIHBIX
YCJIOBUH;

4) OHU IOJKHBI TOPOXKIATH (ITyCTh B HEKOTO-
pPOM NpUOIMIKEHUH) peabHble Mopdoornyec-
KHE CTPYKTYPBI, 8 HE HEKOTOPBIE UX «KOABD MJIH
«CHUMBOJIBI», TPaHC(HOPMAITHSI KOTOPHIX B peajbHbIC
CTPYKTYpHI TTOTpeboBana Obl JOTOTHUTEIBHBIX
JIONTYIICHUH.

K nHacrosmemy BpeMeHHM MpPEIOKEHO IBa
KjJacca MoJAedei, HMCIOIIUX OTHOMIEHHUE K
Mopdorenesy. IlepBbiii U3 HUX — 3TO TaK Ha3bI-
BaeMbIe PEaKIMOHHO-AU(D(PY3MOHHBIE MOJICIH,
OCHOBaHHbIC Ha JOMYIICHUH «+, — » OOpaTHBIX
CBSI3€M MEXIy XMMHUYECKHMH KOMITIOHEHTaMHU,
TG GYHIUPYIOMKUME ¢ Pa3HBIMU CKOPOCTSIMH
(Meinhardt, 1982). Pa3paboTka 3THX Mouelei
BIIEPBBIC HATOJKHYJIA Ha BAYKHBIA BBIBOJ[ O TOM,
YTO B MOP(OTEHETUIECKHX MpOoIIeccax OMU3KoIeH-
CTBHUE MEET NMPEUMYIIECTBEHHO aKTUBUPYIOIIHIA
XapakTep, a JaTbHOACHCTBHE — MHTHONPYIOIINH.
Tem He MeHee OHM HE YIOBIETBOPSIOT MyHKTY 1
(moctynupyemMble OOpaTHBIC CBSI3M HE JTOKA3aHBI,
TOCIIOJICTBO CBOOOAHON MU(Qy3ur B MHOTOKJIE-
TOYHBIX CUCTEMaX MPOOJIEMaTUIHO, 0COOCHHOCTH
KJIETOYHOU CTPYKTYpPHI BOOOIIIE HE yUUTHIBAIOTCS)
1 IyHKTY 4 (Ha BBIXO/IE — HE PEATbHBIE CTPYKTYPHI,
a KOHIIEHTPAIIUU «MOP(OTEHOBY, TpaHCHOopMaIns
KOTOPBIX B MOP(OJOTHYECKUE CTPYKTYPBI TPEOyeT
cneruanbHbIX ad hoc nomyieHuit).

3HAUUTENBHO ONVKE K PeabHOCTH, Ha HAI
B3DJISI/L, KJIACC TaK HA3bIBAEMBIX MEXaHO-XHMHUYe-
CKUX Mojierielt. X 0ocHOBOM SIBJSIETCS yTBEPKICHHE
0 Befylel MOP(POreHETUISCKOM POk 00paTHBIX
CBsI3ell MEXIy TaK Ha3bIBACMBIMHU MACCUBHBIMHU U
AKTUBHBIMY MEXaHUYECKUMHU HarpspxeHusiMy (MH)
B OSMOpHOHaANBHBIX TKaH:X. [laccuBHbie MH — 310
Te, KOTOPBIC BBI3BaHBI MEXaHMYECKUMH CHIIAMH,
BHEITHUMH OTHOCHTEIBHO PacCMaTPUBAEMOTO
ydacTKa SMOPHOHAIBHOM TKaHU. AKTUBHBIC ke MH
TeHEPUPYIOTCS (€CTECTBEHHO, IIPH 3aTPaTe SHEPIHH)
«MOJICKYJISIPHBIMH MAIIIUHAMID, JIOKAJIM30BaHHBIMU
BHYTPH JaHHOTO y4acTKa. DKCIEPUMEHTAIbHAS
OCHOBA 3TUX MOJIENIe — HaJTMune 3aKOHOMEPHBIX,
craanocnenupuaHeIX pucyHkoB MH B pa3BuBaio-
mmxcs 3aponsiiax (Beloussov, 2008) 1 Bo3mMoxk-
HOCTh CaMOOPTaHMU3aIlUH B TPYIIIMPOBKAX KIIETOK,
MOCESHHBIX Ha AJIaCTUYHBIE CyOCTpaThl, KOTOPbIE
OHU camu pactsrusatoT (Harris ef al., 1984).
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HcTopuuecku neppasg MexaHOXHMHUYECKas
mozenb (Odell et al., 1981) noctynuposana, 4To
MACCHBHOE PACTSDKEHHE HEKOTOPOTo ydacTka (A)
KIIETOYHOTO IIACTa BHEIIHEH CHIION MOPOKIAET
CHITy aKTMBHOTO COKpAIEHUs BHYTPH A, KOTOpas
pacTITUBaeT CIELYOIINM 32 HUM y4acTOK b, U T. ;1.
B pamkax 5Toil Momenu CTpPYKTypa oOpaTHBIX
CBsI3ell pemaromuM o0pa3oM 3aBHCHUT OT TOTO,
3aKpeIICHbI WM HET Kpas IJIacTa: €CJIu OHU CBO-
OOZHBI WM 3aKPEIICHbI HEXXECTKO, TO AKTUBHOE
COKpaIlleHHE BEZIET K peslaKkcallii acCUBHOTO pac-
TSOKEHUs (MoJTy4aeM «+, —» oOpaTHBIC CBSI3U), HO
TOTJIa PAaCTsHKEHUE HE paclpoCTpaHseTcs Jaiblie
no riacty. Eciu e kpast 3akpersieHsl (4T0 COOT-
BETCTBYET OOJIBIIMHCTBY PEasbHBIX CUTYaLHil),
TO PacTSDKEHHE PaclpoCTpaHseTcs, HO 00paTHbIE
CBS3M OyAyT BBIPAKaTbCs CUMBOJIOM «+, +», 9TO
HCKITIOYAeT BO3MOKHOCTh (POPMHUPOBAHHS CaMO-
OTPaHUYEHHBIX B MPOCTPAHCTBE CTPYKTYp, T. €.
caMylo CyIIHOCTh MOp(dorenesa.

Monens b.H. benunanera ¢ coant. (benuHries,
1988) mcxoauT M3 MPOTHUBOITOIOKHOTO, HO JKC-
MEPUMEHTAIBHO MOATBEPKACHHOTO JOMYIICHHS:
HE pacTsDKeHME, a MTACCHUBHAas pelakcallus JIH-
TEIUaNbHONW KJIETKH CTUMYJIUPYET €€ aKTUBHOE

a t
=~ 9
'
:
/
cxatne pacTsbkeHve
(e}
B pacTsKeHne BHELLHeW
cunom
4_ _>

|

AT~

AKTMBHOE BbITS>KEHME B pesynbrate MHTepKanaunm KneTok

cokpanienue. Torja BO3HUKaIOT «+, —» 00OpaTHbIe
CBsI3U, paboTarolue MpU 3aKPEIJICHHBIX KpasX
ImiacTa, 9YTO COOTBETCTBYET PEaJbHOCTH. JTa
MOJIeNIb BIIOJTHE COOTBETCTBYET TPEOOBaHUAM
(1-4). Ona He TOJBKO BOCTIPOM3BOAUT IIMPOKO
pacrnpocTpaHeHHbIe B MOp(dOreHe3e MmpoIecchl
Cerperamuu UTEIHATbHBIX IJIACTOB Ha IOMEHBI
pacIulacTaHHBIX M CTOJIOYATHIX KIETOK, HO U 00ec-
MeYMBAET UX MacIITaOHYI0 HHBApHAHTHOCTH (pu-
IIeBCKHUE PETryIAnu). TeM He MeHee U 3Ta MOJIENb
HEI0CTaTOYHO YHUBEPCAIbHA JIJISI MHHTEPITPETALIUH
OCHOBHBIX TpolieccoB MopdoreHesa. B kauectse
JAJTbHEHIIIeT0 0000IIeHNS (BKIIFOYAIOIIETO B ce0st
MIPEBITYIIHE MOJICTH B BHJIE YaCTHBIX CITy4acB)
ObLTa IpeJToKeHa MOJIETTh THIIEPBOCCTAaHOBICHHUS
MH B cnenyromeit popmynupoke (bemoycos,
MurrenTans, 1992; Beloussov, 2008).

IIpu nro60M M3MEHEHUH BEIMYUHBI TTACCUB-
HOoro MH, mpuiioxxeHHOro U3BHE K 00pa3ily dM-
OpHOHANBHON TKaHM, B MOCIEIHEM BO3HUKAIOT
AKTUBHBIC CHJIBI, HAIIPABJICHHBIE HA BOCCTaHOBJIE-
HHME UCXOJHOTO 3HaueHusi MH, Ho, kak mpaBuio,
[IEPEKPBIBAIOIINE €r0 B 00paTHYIO CTOPOHY («TrH-
nepBocctaHoBienue», ['B) (puc. 1, a, 6). Ecnu
HaBsi3aHHbIC M3BHE M3MeHeHuss MH pacnipeierneHsr

6 t
//’7
\:\1.
cXXaTtune pactaxeHue
(e}
r penakcauua nnun cxatume

BHELLHEN cunom

A
'

BospacTaHue HaTshxeHus BBUOY
aKTUMBHOMO COKPAaLLEHNS KNeToK
(kpas nnacTa pukcmpoBaHbl)

Puc. 1. /luarpammsl (a, 6) U cxemaTndeckue MpuMepsl (B, I') peakiuii runepBoccranosienus (I'B).

a, B — ['B-peaxunu Ha pactspkenue, 0, r — 'B-peakiun Ha penakcaruio/ckarue. Ha a, 6 o ropu3oHTaIbHON OCH — MEXaHH-
4YeCKHe HAMPSHKEHUs], TI0 BEPTUKATBHON ocH — BpeMs. TpaekTopuu | — BHENITHNE CHIIbI, BEPTHKANBHBINH ITyHKTHP — JIar-MePHO
Hepesl akTUBHOMW peakiuei, Tpaekropun 2 — aktuBHbie [ B-otBeTs! (10: Beloussov, 2008).
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HEPaBHOMEPHO WJIM aHH30TPOITHO, TO AKTUBHBIC
OTBETHI Oy/IyT HalpaBlICeHbl Ha YMEHbBIIICHUE Ha-
MOONBIINX W3 HaBA3aHHBIX MH.

Hawnbomnee pacnpocTpaHeHHBIE CTIOCOOBI OCY-
mecTBiIeHus peaknwii I'B mokaszans! Ha puc. 1, B, T.
OnvH n3 Hambosiee TUMMYHBIX OTBETOB Ha Tac-
CHUBHOE PACTSHKCHHE KIIETOYHOTO IJIACTa BHEIITHEH
CWJION — TaK Ha3bIBaeMasi HHTEPKAJISAIUS KIIETOK,
TeHepupyIolIas CHIIy BHYTPEHHETO AaBIICHUS, U
KaK CJIEJICTBUE — aKMuUHOoe BHITSHKEHUE TacTa
(puc. 1, B). B Ty ke cTopoHy HampaBiieHa MHOTO-
KpaTHO ONMHCaHHAs MpoNu(epaTuBHAas peaKus —
CTUMYJISIIIAS. KJIETOUHBIX JICIICHUH PaCTsIKCHHEM
tkauu (Nelson et al., 2005). TunnYHBIA OTBET Ha
pEeNaKcaIlfio UK C)KaTHe — aKTHBHOE COKpAIIeHNe
KJIETOK (puc. 1, T) min UX yxon u3 tiacta. B o6onx
CIy4asx HMCXOJHOE HATSHKEHHUE BOCCTAHABIIHMBA-
eTCsl C «IepexjecToM». B maccuBHO M30THYTHIX
KJIETOYHBIX TUIACTaX Ha PACTSHYTOH BBIMTYKJIOH
MMOBEPXHOCTH OCYIIECTBIISIETCSI PEaKIus, COOT-
BETCTBYIOLIAs pUc. 1, B, a Ha CKAaTOH BBITYKIION —
puc. 1, r. B pe3synbrate KpuBU3HA, HAMEUEHHAs
BHEIIIHEW CUJIOH, OyJIeT akTUBHO HapacTath. [py-
rum npumepom I'B-peakuuii sBiseTcs yBeauueHue
TUIOIIA/IM MEYKKIIETOUHBIX KOHTAKTOB ITPH PaCTsIKe-
HUU IJIaCTa ¥ YMEHBIIICHUE MIPH €ro pellaKkCalliu
(o4eBHHO, UTO TIEpBasi pPeakiys HalpaBleHa Ha
YMEHBIIICHNE, a BTOpas — Ha yBEIUYECHHUE HATS-
KEHUH MEXTy KJIETKaMH Iiacta). OTH U Ipyrue
I'B-peakuun MHOTOKpaTHO HaOmtomanuch (Be-
loussov et al., 2006; Beloussov, 2008).

I'B-peakmuu SBISIFOTCS JOCTaTOYHO «TPyObI-
MI» (HEUyBCTBUTEIHHBIMU K MAJIbIM BapHAIHSIM
rmapaMeTpoB M AWHAMHUYECKUX TEPEMEHHBIX) H
MOTYT B IUPOKOM JIHAIa30He YCIOBUH IPUBOIUTh
K TIOHWKCHUIO TIOpSIKA CUMMETpHUH. Tak, eciu
COKpAII[CHHE KIIETOK B OTBET Ha PEIAKCAIIUIO MUK
WHTEPKAJIAINS B OTBET HA PACTsHKEHUE HAUHETCS He
OJTHOBPEMEHHO Ha BCEM IMPOTHKEHUH KIETOTHOTO
macTa (2 IMEHHO TaKOW OTBET SIBJISICTCS TPYOBIM),
TO B 3aBUCHMOCTH OT 3HaYeHUH MapaMeTPOB TIIACT
OyZIeT pacuICHIThCS Ha PAa3IMYHOE YUCIIO Yepery-
IOIUXCS JOMEHOB pacIilacTaHHBIX-CTOJI0YATHIX
KIIETOK, T. €. MeTaMepoB. [Ipu 3ToOM moHU3UTCS 110-
PSIOK €T0 TPaHCISIIIHOHHON cuMMmeTpun. MicxomHo
cheprueckuii WM MUIUHAPUYSCKUHN TIIACT MPH
3THX K€ HaYaJbHBIX YCIOBHUSIX YTPATUT CUMMET-
pHIO BpallleHusl. AHaJIOTUYHO, €CJIM B HEKOTOPOI
MaJioli 00JIaCTU TIOCKOTO WU C(hEepHIEeCKOro
KJIETOYHOTO TIACTa Oy/IeT JTOKAIbHO BKIFOUEH Me-

XaHU3M yCUJICHHS KPUBU3HBI, BO3HUKHET dcTadeTa
CKJIaAK00Opa30oBaHMsl, MOHWIKAIOIIAs TOPSII0K
cummertpun (Beloussov, Grabovsky, 2007).

bruio takke nokaszaHo, 4to pasHbie I'B-peakx-
MU TIOJJICP)KUBAIOT U YCWIIMBAIOT JPYT JIPyTa.
Harpumep, B KIIETOYHOM TUIACTE € 3aKPETIICHHBIMH
KpasiM{ aKTHBHOE PacTsHKEHHE HEKOTOPOTO Y4acT-
Ka BBI30OBET CHauaja MMacCUBHOE C)KaTHe/peliakca-
MO, a 3aTeM W aKTHBHOE COKpaIleHHe CMEXHOTO
yuactka. [Toatomy I'B-peakiiuu MOryT urparh poJib
IBIKYIKX hakropoB mopdorenesza. Ha mpumepe
racTpyssiuny am(puonii mocjaeoBaTeIbHbIC HIarH
MopdoreHnesa ynaercsi NpeACTaBUTh KaK LIETH
B3anMooOycnoBieHHbIX ['B-peakunii (Beloussov
et al., 2006). OCHOBHBIE DIIEMEHTHI JTAHHON CXe-
MBI MOTYT OBITh MPIJIOKEHBI M K JIPYTHM THIIAM
racTpyJssIuy.

JleiicTByeT Jin mipeiaraemasi cxeMa o0paTHBIX
cBs3eil B mponeccax nutoanpdepeHIupoBku? 3a
rocieHee BpeMsi ObLIN ITOJIyYEeHBI BIICYATIISIO-
iie TaHHble 00 aKTUBAIMH T'eHOB MEXaHUYECKH-
mu cmwiamu (Farge, 2003) u o pemaromeii poiu
MEXaHMUYECKHUX CBOWCTB cyOcTpaTa st BeIOOpa
CTBOJIOBBIMM KJICTKAMH HarpaBJICHUs] UX Judde-
pentmpoku (Engler et al., 2006). Mb1 nonyunnu
MIpe/IBapUTEIbHBIC TAHHBIE O CBSI3U CXKATHUS—pac-
TSOKEHUS SMOPHOHANBHBIX TKAHEH ¢ IKCIIpecCueit
B HUX JIN0O HEHPaATHHBIX, THOO ME30AepMaThHBIX
reroB (bemnoycos u np., 2007). Bce 3t nannbie
comnacytores ¢ runore3oil ['B. OHu mo3BONSIOT
3aKJIIOYUTh, YTO (DyHJaMEHTaJIbHBIE 3aKOHOMEp-
HOCTU MOpdoreHe3a u NUTOAU(PPEPEHIIMPOBKH
€/IMHBI ¥ OTPAKAIOT MEXaHO3aBUCUMBIE KOOoTIepa-
THUBHBIE TIPOIIECCHI B IIUTOCKENETE M KIETOYHBIX
MeMOpaHax.

B 3akmoueHue BepHEMCsl K BOIIPOCY O CBS3SX
Mop¢orenesa ¢ 3BOJOMUOHHBIMU IPeoOpa3oBa-
HUSIMU, UMes B BUJTY, YTO pa3HbIC BUIbI U CHCTE-
MaTHYECKHE TPYIIIBI OTIIAYAIOTCS JPYT OT JIpyra
HE CTONIBKO TI0 CBOEMY T€HETHYECKOMY COCTaBy
WIH CHEKTPY KCHPECCUPYEMBIX T€HOB, CKOJIBKO
M0 «XapaKTepy HCIOIb30BAHUS» HIACHTHYHBIX
WIH, IO KpaiiHel Mepe, TOMOJIOTHYHBIX TeHETH-
4ecKuX (PaKTOPOB M CUTHAIBHBIX MyTeH. DTO ele
pa3 CBUIETENHCTBYET O HAMYHH COOCTBEHHBIX
(HeTeHeTHYECKNUX) 3aKOHOB MopdoreHesa, wc-
MIOJTB3YEMBIX KaK B OHTOTEHE3€, TaK U B DBOJIOIINU
(Yepmanues, 2003; umkun, 2006). I'enetnue-
cKHe (PaKTOPBI MOTYT BIUSTH HAa MOP(OreHe3 INIIb
4yepe3 MOCPECTBO ATHX 3aKOHOB BBIPOXKIACHHBIM
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CIOCOOHBIX HEHTPU(PYTaAIbHO CMEIATHCS HE3aBH-
CHMO JIPYT OT Jipyra, 00pasys CKJIaAKU. N sBIsSeTCS
rapaMeTpoM H3rHOHOH JKECTKOCTH JUCKA, OH pa-
BEH YMCILy CKJIAJOK M 00paTHO MPOIOPLHOHAJIEH
HX OKPYXHOM JUIMHe. BBonuTes Takxke napamerp
ynpyroctu W (mepa COnpoTUBIEHHUS paIHaIbHBIM
CMeIIeHUsAM KieTok) (puc. 2, 6). Ha puc. 2, B
pe3ynbTaThl MOACIUPOBAHMS MPEICTABICHBI B
npocTpaHcTBe napamerpoB W u N. BugHo, uto
3TO NMPOCTPAHCTBO MOAPA3EIIETCs Ha IPUMEPHO

Y HEOJTHO3HAYHBIM 00pa3oM. B kayecTBe WiLmocT-
paum K CKa3aHHOMY PacCMOTPHUM CIIEAYIOITYIO
monens (Beloussov, Grabovsky, 2007). 3agano
konbIo0 M3 C KJIETOK, PACIONIOKEHHBIX B OJHH
CJION W OKa3bIBAIOIINX APYT Ha Apyra (B pe3ylib-
TaTe npouQepaIiu, TypropHOro JaBICHUS WIH/U
pajuaibHBIX COKpANIEHUN) TAaHTCHIIMAIbHOC
JIABJICHUE, MIPUBOSIIEE K UX HEHTpU(yraabHBIM
cMmereHusM (puc. 2, a). Kietku crpynmupoBaHbI B
N KuHeMaTHIeCcKu He3aBUCUMBIX enuHuUIl (N < C),

L L TR
u;
. ~

Sea am——

0,36 0,38 0,40 0,42

Puc. 2. Monenuposanue hopm coritacHo padote (Beloussov, Grabovsky, 2007).
a— CXema pa/IaIbHOTO ¢/IBUra (£,) KIETKH i B PE3yJIbTaTe TAHTEHIMATLHOTO NaBIECHHS Ha Hee KIETOK i — 1 mi + 1; 6 — npoTu-
BOJICHCTBYIOIIIEE ACHCTBUE YIPYToi cuiibl W; B — auarpamma ¢ opM B mpocTpaHcTBe napamerpoB W u N. Ludpsr 0603Ha9at0T
quciio gyueid. CIUIOMIHbIC IMHUKM HAKPBIBAIOT ()OPMBI, yCTOIHYHMBBIC IPH HEOTPAHMYCHHOM YHCIIE UTEPaLUii, IyHKTUP — YCTOM-

YHBEIE IIPH OTPAaHUICHHOM UHCIIE HTepaliii. 3auepHeHHbIe (GUTYpBI HEYCTOIUHMBEI (HEPEPHIBHO BPAIIAIOTCS).
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JIMarOHAJIbHBIC 30HBI (pa3/IeiieHHbIC BOJHUCTHIMU
JIUHUSIMH ), 3aHATHIE THO0 (popMaMu, BEIXOISAIIIAMHU
MoCJie HEKOTOPOTO YHCIIa UTEpaNii Ha CTallMoOHAD
(cBeTIIBIE KOHTYPHI), THOO HE UMEIOIIMMH CTaIIHO-
HapoB (3a4epHEHHBIE KOHTYPHI). Pa3Hbie crarmonap-
HBIC 30HBI Pa3IIMYAIOTCS MKy COOOH O MOPSIIKY
paauaibHON CUMMETpHH GOpM (YUCITY JTydeid).

[Mockonbky mapamerpsl N u W npuHumarorcs
MTOCTOSTHHBIMH TS BCET0 00BEKTa M BCETO BPEMEHH
MOZIETTPOBAHMUSI, IX MOYXHO CUHATATh TMOO KOCBEH-
HO, THOO HAIIPSIMYIO CBSI3aHHBIMHU C TeHOMOM. B Ta-
KOM CJTy4ae OHH MOT'YT COOTBETCTBOBATH OOLIMPHBIM
Y B LIEJIOM Majo CHelU(UYHBIM TPyIIIaM T'€HOB,
OTIPEIEIISIONINM MEXaHUYECKUE CBOMCTBA TKAHH.

JlanHas cxema — He Oostee yeM TpyObIil HaOpo-
cok. Ho ipu TOM MOKHO NPUNUTH K CIIETYIOLUIUM
BBIBOJIaM O COOTHOIIICHHH T'€HETUYECKUX U MOP-
(orerernueckux (hakTopos 3BoIOIUH. Kak auck-
PETHOCTB HaJBUIOBBIX TAKCOHOMUYECKUX €AMHUIL
(Oe3 vero kiaccuyeckas cCHCTeMaTHKa Oblia OBl
BOOOIIIe HEBO3MOXHA), TAaK M HAJUYHE 3aKOHO-
MEPHBIX PSA0B SBOJONMOHHBIX MTPE00pa3oBaHIHA
(Tuma romonorundeckux psagos H.M. Basumnosa)
OTIPENIEISIIOTCSI B MIEPBYIO OYepe/ib HereHeTHYe-
CKUMU 3akoHaMu MopdoreHesa. C apyroit cropo-
HBI, BEIOOP KOHKPETHBIX BAPHAHTOB U3 33]1aBa€MO-
TO 3TUMH 3aKOHAMH MHO)KECTBA — (DYHKIINS TeHOMA,
JIECTBYIOIIETO, CKOPEE BCETO, BHIPOKACHHBIM
00pa3oM U 4epe3 MoCPEICTBO OOMIUPHBIX TEHHBIX
OsokoB. JlanbHelilnee ysSCHEHUE HEOIHO3HAYHBIX
Y CUJIBHO HEJTMHEHHBIX CBsI3e Mexay Mopgore-
HE30M U T€HETHYECKUMHU (pakTopamMu — OJlHA U3
HamboJiee aKkTyalbHBIX TpobieM Onomoruu Oiu-
JKaiTero OyryIero.
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Summary

So far as morphogenesis belongs to self-organizing processes, it should be based upon non-linear feedbacks
between its dynamic components. We suggest a scheme of the feedbacks between the passive (imposed outside)
and active (generated within given parts) mechanical stresses in embryonic tissues, which may play a role of the
driving forces of development. We discuss the relations between genetic factors and morphogenetic processes both
during individual development and evolution.



