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Iousitue 2Kusnennoro Llukaa. Mopgorenes u Iludpepenuuponka.
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FIGURE 1.1 Developmental history of the leopard frog, Rana
pipiens. The stages fram fertihzation through hatching hirth) are
known coilectively as embrya genesis. The region set aside forpro-
ducing germ ceils & shown in purple. Gametogeness, whichis
completed in the sexudly maksre adult, begins at different times
duing development, depending on the spedes. (The sizes of he
vancolored wedges shown here are abitrary and do not come-
spond 16 the proportion of the life cycle spent in each stage )
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Fertilization accomplishes several things. First, it allows
the haploid nucleus of theegg (the female pronuclens)
merge with the haploid nucleus of the sperm (the male
pronoclens) to form the diploid zygote nucleus. Second,
fertilization causes the cytoplasm of the egg to move such
that different parts of the cytoplasm find themselves in
new locations (Figure 1.20). This cytoplasmic migration
willl e imanrkant (0 determinine the these eonbre anice axee

YKN3HEHHbIN LUK
neonapgoBou
NACYLLKW.

BknoyaeT ctaguum:

CnusaHne rameTr
[pobneHue.
[[acTpynauua.
OpraHoreHes.

- JlInunHo4vHoe
pasBuUTHE.

- Bapocnein opraHmam

N PenpoayKLus.



buoaoruyeckuin mopgorenes u Kiaerounas ludpdepenuuposka

MopdoreHes (morphogenesis no-aHanutcKu), oT ap.-rpeyv yoper ‘dopma’ n
YEVEDIC ‘BO3SHUKHOBEHME'.

bykBanbHO 03Ha4yaeT «nopoxaeHue hopmsbl», «hbopmMoobpasoBaHNE».

[aHHbI TEPMUH NPUMEHSIIOT Kak Mo OTHOLLIEHWIO K LIENOMY OpraHn3my, Tak U K oTAENbHbIM
opraHam 1 cucTemam OpraHoB.

Kneto4yHasa gudpdepeHunpoBKa .
KneTtouyHas gudpdepeHumpoBKa — NpoLEeCC, B pe3ynbTaTe KOTOPOro KneTku 3apoabilia
npuobpeTaloT CTOMKNE 1, KaK NpaBusio, HeobpaTumble pa3nnuus mexay cobon, OCHoBaHHbIE Ha

CMNOCOOHOCTM K NPENMYLLIECTBEHHOMY CUHTE3Y crneumdunyecknx 0enkos.

Mpun onuddepeHUMpPOoBKE KNETOK MU3MEHSIETCH HE TOJbKO UX XMMUYECKUIA COCTaB, HO U
BHYTPEHHSASA CTPYKTYypA.

B xoae nHaMsuayanbHOro passmTus, OHTOreHe3a, BO3HUKaeT OpraHuMam, UMerLLnin doopmy.
MHOrokneTo4YHble OpraHn3Mbl COCTOST U3 BOMbLLIOro YMcna KNeToK, KOTopbie Npu 3TOM
YMNOPSAOYEHSI. .

Bo3HUKaeT BONMPOC O TOM, a KaK perynupyeTcs LefIoCTHOCTbL OpraHM3ma?



IIpo0yieMa MHTErPaJIbLHOCTH KMBOT 0.



I'mnnmokpat (460 — 370 rr 10 H.3. )
CUMTAJI, YTO 3aPOJBIII CTPOUTCS
MOJ JICUCTBUEM «BHYTPEHHETO
ordsi». bojee moagatTiuBeie OTHIO
YaCTH BBITOPAIOT, MEHEE
MOJATJIMBBIC YIUIOTHSAIOTCS U
(hOPMHUPYIOT CUCTEMBI OPraHOB
OyaylIero opraHu3Ma.
[IpumedaTenbHO B 3TOM TEOPUH TO,
yTO | Mnmokpart npusHaBal
M3Ha4vaJbHbIC PA3JIMUUs B CTPOCHUH
3apojpliia (pa3Has CTEICHb
MOJABEPKEHHOCTH BHYTPEHHEMY
OTHIO), M YTO NPUHIMUIIMAIBLHO BCE
OpraHbl POPMUPYIOTCS B OJHO U TO
K€ BpEMsl, a 3aTEM JIUIIb
IIPOUCXOJIUT UX POCT.



ApuctoTtenb (384-322 T 40 H.3.),
B oTnun4yue oT [ Mnnokparta,
cuuTan, YTo opraHbl 3apoabiwa
doopMUpyoTCA NOCTENEHHO

N3 OECCTPYKTYPHOM NoHavany
Macchl 1 YTO B Xo4e
NHAMBUOYaNbHOIo pa3BUTUS
MPOUCXOANT YCINOXHEHNE
opraHmsaumm.

Takum obpaszom, JOIKHbI
CylLL,ecTBOBaTb MEXaHU3MbI,
NHTErpupytowine passutune
opraHm3ama Kak ejuHoro Leroro.




IIpo0yieMa MHTErPaJILHOCTH KMBOT 0.

Pue, §, BnarcHeTHMeCENE BICIANM APHCTOTEAA B ODPCACTARMEHHH HTANLANCEON: aR-
Topa koHma XV e (no S Ruefl, 15354),

M3 BecnopanouHE RBHTKOD BOCTENe HO AAPLIEHACTER CROPYSHHBRA yenoneuek. Tlpy scell dan-
TACTHYROETA 2HHLIK A300pameHEl NOpaKaeT CXMACTRO Jeb0H KAPTHHEN © COBREMEHHBMH MO
NElAME casoopranm@umEs (ta. 1. 11]

I'mnmokpar cTos1J1 HA MO3UIMHY BO3MOKHOM NMpe-AeTEPMUHAPOBAHHOCTH
CTPOCHUS OPraHU3Ma .

APpHCTOTEJb NPUA3HABAJ BO3MOKHOCTh BOSHUKHOBCHHH CTPYKTYP 3aHOBO.
Bomnpoc o npeeTepMuHUPOBAHHOCTH CTPYKTYP JTMOO0 BO3ZMOKHOCTH

BO3HUKHOBEHHSI CTPYKTYP 3aHOBO -- OJIMH U3 HEHTPAIBHBIX BOIIPOCOB, KPACHOM
HUTHIO MPOXOASAIINNA Yepe3 BCIO HUCTOPUIO OMOJIOTHYECKOU HAYKHU.



IIpo06JieMa HHTErpPaJIbHOCTH KUBOTO.

Pue, 2 HINOCTPALMS BIMMAA0E Mpe-
(O P CTOE- BEH TR RGO (k-
TACTHMECKWE HIOODIMEHWA Cnep-
MATOAOHAOR YENOBCKA (M3 KHHIH
XWIT n mer. me Jwe, Aladeasnr, F24T)

CTopoHHUKM NpechopmMuUsa cunTanu, YTo CTPYKTypbl
y>Ke CYLW,eCTBYIOT (MpedopMMpoBaHbl) U B Xoae
pa3BuUTUA 3apodbilla NPOUCXOAUT NULLb YXe
opopMUBLLMNXCS YACTEWN.

AHUMaNbLKYNIUCTbI CHYUTaNu, YTo Takum
ohopMmMBLLUNMCS 3apoabllleM ABMNSIETCA cnepmMmaTo3on,
OBMUCTbI MoJsiaranu, YTo BCe CTPYKTYpPbl NpepopMnpoBbI
yXXe B anuekneTke. OaQHUM N3 SpKUX npegcraBuTenemn
npedopmMucToB (oBUCTOB) Obin [ JlenbHuu,.

CTOPOHHMKN aNUreHe3a np1u3HaBann BO3MOXHOCTb
HOBOOOpa3oBaHUSA CTPYKTYpP

Yunbsam MapBen (1578-1657) 3aHMMar MPOMEXYTOYHYIO
noamumto. C ogHOW CTOPOHbI, EMY NPUHAONEXNUT
3HaMeHUTLIN Te3nc «Bce xmnBoe — n3 anua», Ho emy
TakKe npuHaafexuT BblckasbliBaHWe «Hu oaHa YyacTb
Oyayliero nnoga He CyWeCcTBYET B AMLE akTyalnbHO, HO
BCe 4YaCTN HaAXOO4ATCH B HEM MOTEHUUASbHO. »



IIpo0JieMa MHTErPaJIbLHOCTH KUBOIO.

Kacnap ®puapux Bonbd (1734-1794) OTKpbIN, YTO B X04€
NHOUBUAYANTbHOIO Pa3BUTUA LblMSIEHKA KULWWEYHUK U 3a4aToK
HEPBHOW CUCTEMbI CHa4ana npeacrasnsaoT coboun nnacTol, a
3aTeM cKpy4duBaroTcd B Tpyoku. o cytu gena, Obino
OOoKa3aHo, YTO B X04e pa3BnTUA NO3BOHOYHbLIX 0Opa3yroTCs
HoBble POPMbI. ITO ObIST HEOMPOBEPXKUMbBIN APryMEHT B
noaaepXKkKy anureHesa!

Bo BTopon nonosuHe XVIII Beka psg OCTPOYMHbIX
apryMeHTOB B NOMb3y anureHesa BblABUHYIT HEMELKUIA
npodeccop bnromeHdax (1752-1840): BO-NepPBbIX,
npedopMn3mM HE MOXKET OOBACHUTL HOBOODpPA30BaHUS,
Hanpumep, ransibl Ha NIMCTbAX PACTEHUIN; BO-BTOPLIX, -- aKT
pereHepauun rugpbl gaxe n3 HebobLLIOro yyacTtka Tena.



IIpo0yieMa MHTErPaJIbLHOCTH KMBOT 0.
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XVIII Bek. Aopaxam Tpambme (1710-1784)  oTkpbiBaer
YIAWBUTEIBHBIE CIIOCOOHOCTH THAPHI K PEreHepanydu. JOTO CEPbE3HBIN
apryMEHT B MOJIb3Y AIUI€HE3A.

HecmoTps Ha »3To, npedopMHU3M IPOJOJDKAET JOMUHHUPOBATH B
ouogornv. OgHUM M3 SAPKHX €ro mnpeacraBurene obvun (1720-1793).
Jlammapo Chnannanmanu (1729-1799) onuceiBaeT pa3BUTHE sHlIA
JISATYIIKH, UCTOJIKOBBIBAET ATOT (DEHOMEH NPE(POPMUCTKH.



IIpo0ieMa MHTErPaJIbLHOCTH KMBOT 0.

Bunbrenom Py (1850-1924)
npu3Ban BHeOAPUTb B
aMOpMOonornto KasyarnbHo-
aHanNMTN4YecKun MeToa,
OCHOBaTErNb MEXaHUKA
pPa3BUTUS.

1887 roa. 3apoxaeHue
aKcnepuMeHTarnbHou
ambpuonorn. Py Bbixer
packaneHHon Urnou oauH
n3 brnacTomeposB NAryLUKN.
3 ocTaBLuerocs
brnactomepa pasBunachb
Bunbrensm Py NONOBUHKA NATYLIKN.




IIpo0JsieMa UHTErPaJIBLHOCTH
"KUBOTO.

[[aHCc Hpuw

OTKpbITHE SMOPHOHAJILHBIX PeryJasiiui.

I'anc Apuin (1867-1941) Ob11 He corjlaceH ¢ MHTEpIpeTaluel skcriepumenTa Py, tak
KaK MEPTBBIN OJ1aCTOMEP MOT BJIUSTHh HA OCTABIIUNCS B KUBBIX.

1892 roa. dpuin mpoBOAUT SKCIEPUMEHT HAa pPAHHUX CTAAUAX 3apOJBIIIEH MOPCKOTO
eXka, pa3Aessisi ero Ha OTJeNbHBIE O1acToMephl. M3 kaxaoro 0j1actomepa pa3BuBaiach
MaJICHbKas JIMYMHKA. TakuM 00pa3oM, OpraHu3M Pa3BUBAETCA KaK II€JI0€ U CIIOCOOEH
pETYJISIIINU PA3BUTHA.



OcHOBHBbIE MHTErPaJibHbIE MOAX0AbI B OMoJioruu XX BeKa
Teopus Mopdorenerndeckoro moiys A.l'. I'ypBuya.

Teopus snureHeTrnYecKoro naHamadTa u kpeogoB B pa3Butuu K.
YoaauHrroxa.

[IpunoxkeHuss KWOEPHETHKH U TEOPUX CUCTEM K OnoJioruu (Dmou, Bunep).

[IpunoxkeHus CUHAPIeTUKU U HEPABHOBECHON TEPMOJMHAMUKN K OMOJIOT A
(. ITpuroxwun, A. Teropunr, Mauxapa u [ upep).

Teopus nozunnonHon uHdopmanuu (JI. Bonsnepr).

Ca2+ BOIHBI, MIOHHBIC 1 DJICKTP. MOTEHIMAJIbI KaK OpraHu3yIoIue GakTopsI
mopdorenesa (JI. Adde, M. JleBun, b. I'yaBuH)

MexaHn4ecKHe HanpsHKEHUST KaK HHTErpupyromye GakTopbl MOporeHesa
(B. I'uc, A. Xappuc, . Uuroep, JI.B. benoycos, B.I'. UepnaHiieB)



IpeamecrBennuku Mop@pomexaHUKHu.



IIpeamecrBeHHUK MopdomexaHuku.

Bunbrenom 'nc

1870-1880-ee anatom
Buasreasm I'mc (1831-
1904) BeiaBUHY I
TUIIOTE3Y O TOM, YTO
MEXaHUYECKUE CHUJIBI
BBI3BIBAIOT
(hopMoO0OOpa3zoBaTEIbHbIC
MPOLECCHI (HATTPUMED,
M3TUOBI KJIETOYHBIX
IJIACTOB). OTH UJIEU HE
NOJYYMIN NOIJIEPKKU
COBPEMEHHHUKOB.



B 1970e roabr HeMelKUi
anatoM baemmMuar
OTUCAJI TTATTEPHBI
MEXaHUYECKUX
HAIPSKEHUN B pa3BUTUH
YeJIOBEKA, Ha3BaB UX
«OOIIIMMHU MpaBUIAMU».
OH onucan pa3jaddHbIe
TUIIBI TATTEPHOB
MEXaHUYECKUX
HAIPSHKEHUN U
MPEATOJI0XKUI, YTO OHU
MOTYT UTPaTh POJIb B
PETYJISALAN PA3BUTHSA
OpPTraHoOB




Paoorsl Ilpod. A. Xappuca.



Professor Albert Harris with his children in 1980, about the imewhen
he, David Stopak and Fat Greenwell began to realizethe true significance
of their observations on siicone rubber subsrata and the mechanical
recrganization of colagen gels.

[Mpodreccop AnbbepT Xappuc
n ero getun, okono 1980 roga

Anb6epTt Xappuc —
aMepUuKaHCKUn npodoeccop.
Yyunca B 1960-e rr B
Hopdonkckon Akagemum
(BuprnHuga) n B Konnepgxe
CeapTtmop ([leHcunbBaHus).
[Tony4dun cteneHb Ph D no
6uonorun B Mlenbckom
YHuBepcutete (1971), roe
paboTan nog pykoBo4CTBOM
TpuHkayca.

3atem paboTtan rnocT-A0KOM B
Kembpuaxe (BenukobputaHus).

C koHua 1970-x MHOro net
paboTan B YHUBepcUTeTe
CeBepHon KaponuHebl.



Fig. 4. Silicone rubber substrata, being wrinkled by fibroblasts. The
tiny spheres are polystyrenelatex particles, usedto measure the amounts
and directions of displacement of the rubber. (1978).

Xappuc 1 ero Konmneru saamHTepecoBanncb NOBEAEHNEM KIETOK Ha
anacTuyHoMm cybctpaTte. OHM BbicenBanu KNeTkn Ha nonnakpuanaMmmnie,
CUMNUKOHE, pe3nHe, n3ydyas npyu 3ToM NoBeaeHne KIeTok.



K Hayany 1980x Xappuc v ero komnmneru okasanu, Yto BbiCESHHbIE
Ha 3MnacCTUYHbIN CyDCTpaT, KINEeTKU CNOCOOHbI aKTUBHO
noaTsaruBaTb cybcTpat noa ceobs.

Mexay knetkamu obpa3oBbiBanmcb 0bpaTHbIE CBSA3U, N OHU
BITUANM Apyra Ha Apyra Ha pacCTOSAHUM C NOMOLLIbIO HaTSAXKeHUS
anacTun4Horo cyocrpara.

[ oMOreHHas nonyndauunsd KneTokK opraHn3oBbiBasiaCb B
OpraHnN3oBaHHbIE NMATTEPHbLI, MOXOXNE Ha LLUECTNYTOJIbHUKN.



MexaHnyeckue Cuibl Kak (PaKTOpbl CaMOOPraHU3alUM KIE€TOYHBIX
KYJbTYD.

Fig. 9. Formation of regular cell clusters ento an elastic substrate. A: a single crawling cell
shrinks the underlain substrate and hence stretches that located outside. B: a large cluster of
adhered cells (to the left) stretches the cells located cutside (to the right). C: a regular cell
pattern arisen in the dermal layer of chicken embryo under the similar mechanical
conditions (from Harris et al., 1984, with the authors’ permission).

JkcnepumeHT A. Xappuca. PnbpobnacTtbl, NOCaXXEHHbIE HA YNPYrui
cybcTpat, 00pasyoT LECTUTPaHHbIE CTPYKTYPbI.

Harris A.K., Stopak D. and Warner P. (1984) Generation of spatially periodic patterns
by a mechanical instability: a mechanical alternative to the Turing model. J. Embryol.
Exp. Morphol. 80: 1-20.



B 1970e HaynHaloT hopMNUpPOBaTLCHA ABE OCHOBHbIE KOHLIEMNLINN,
Ha OCHOBE KOTOPbLIX COPOPMUNPOBANCs «TEOPUTUYECKNN KOCTAK»
cCOBpeMeHHOU mexaHobuonornum — Teopust buo-TeHcerpuTu
[Mpodeccopa [NapBapaa OoHanbaa NHroepa n AnHamuyeckasn
MopdomexaHuka [podeccopa MI'Y JlbBa Brnagumuposuya
benoycosa.

[Mpeateyamm aTnx Teopunn ObINN SHUMKNONEANCTLI Havana-
cepenunHbl XX Beka.

B ocHoBYy buo-TeHcerputu nernu npeacraBneHna o TeHcerpuTtu
(HanpsXXeHHOW nHTerpansHocTn) Pnyapga ®ynepa, osuaa
OMmmMmepuia n KeHHeta CHenbCcoHa.

Ha dpopmupoBaHue B3rngaaos JIibBa Bnagumuposuya benoycosa
okaszan BnudaHue ero geg u Yuutenos A.l'. 'ypBuu.



CamonanpsikeHnnie Koncrpykuuu v Teopusi Tencerpuru.



CamoHanpsikeHHble KOHCTPYKUMM M Teopusi TeHcerpuru.

Tencerpuru (0T aHTJIMKACKOTO tensegrity, tensional integrity, TO €CTh HaIPsIAKEHHAsI
MHTETPAIIbHOCTh) — CUCTEMA B3IJI10B, ONMMCHIBAOIINX CAMOHAIPSYKEHHBIE
KOHCTPYKIIMY, BOBHUKJIA B ADXUTEKTYPE, MEXaHUKE U UCKYCCTBE IPUMEPHO B CEPEUHE
XX Beka, 0osee 50 et Ha3ax

BO3HUKHOBEHME MPEICTABICHUN O CAMOHAIIPSI)KEHHBIX KOHCTPYKIUSAX CBI3AHO C
nMmeHamu Pudapna bykmuncrepa @yiepa (Fuller), [IpBuaa Jxopmxa OMmepuina
(Emmerich) u Kennera Caenscona (Snelson).

*Fuller, R.B. Tensile-Integrity Structures, U.S. Patent No. 3,063,521, November 13,
1962.

*Snelson, K. Continuous tension, discontinuous compression structures, U.S. Patent
No. 3,169,611, February 16, 1965

eEmmerich, D.G. Construction de réseaux autotendants, French Patent No. 1,377,290,
September 28, 1964



CaMoHanpsikeHHblE KOHCTPYKIMU U Teopust Tencerpurw.

Puyapg bykmuHcTep
dynep (1895-1983)

Puvyapa bykmuncrep @yJuep —
caMOOBbITHasI (pUrypa B UCTOPUU
YEJI0BEYECTBA, UCCIIEA0BATEND C IIUPOKAM
KPYT'OM MCCJIEJIOBATEIbCKUX UHTEPECOB, UTO
COJIMKAET €ro C MBICIUTEISIMU SIIOXHU
Bozpoxnenus.

ITomumo Toro, uyro @yuiep ObLI
XapU3MAaTUYHBIM UHXXCHEPOM U
ApXUTEKTOPOM-HOHKOH(DOPMHUCTOM, OH
3aHUMAJICS MaTeMaTUKOU, KOCMOJIOTHUCH,
OR3UEM, IBOJIOIIMEN TEXHOJOT M.

dymiep ObLI TaKKe M300peTaTesieM 1
KOHCTPYKTOPOM U 32 CBOIO KHU3Hb
o(HUIMaTLHO 3aPETUCTPUPOBAI 25 aTCHTOB.



CamoHanpsiskeHHbIe KOHCTPYKUMHU U Teopusi TeHcerpurm.

BceMUpHY0 N3BECTHOCTb TEHCErpnTu
nony4yuna B CBA3M CO CKYJIbATYPHbIMU
komno3nuymammn KeHHeta CHernbcoHa.

Jletom 1948 rona bykmunHcTep ®dynnep Hayarn
paboTaTb Npodeccopom B Konneaxe Black
Mountain College (CeBepHas KaposnuHa,
CLWWA), n CHenbcoH, byayum Torga ewe
CTYOEHTOM, MOCETWUST KYpPC €ro fiekunn rno
reoMeTpn4YeCcKMM MOOESSAM.

BOOXHOBNEHHbIW 3TUMUN NEKLNUAMU, OH
co3gar CBOK NepBY CKYNbNTYPHYHO
KOMMO31L M0, OCHOBAHHYO Ha NpuHUune
CaMOHanpPsiKEHHbIX KOHCTPYKUN. Cuctema um3
TBEPAbIX CTEPXKHEN U CTAMMBAIOLLIMX UX HUTEN
BnonHe ycrondmsa. CTEP>KHU UCNbITbIBAOT
cXXaTue, HUTU — pacTaXeHue, a cama
KOHCTPYKUNS Mpu 3TOM OEPXKNUT PopMmy .




CamoHanpsiskeHHbIe KOHCTPYKUMHU U Teopusi TeHcerpurm.
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Figure 4: Kenneth Snelson working in his studio in 1961. Illustration donated by the artist.

KeHHeT CHenbCoH paboTaeT Hag co3gaHnemM CaMOHanpsiXKeHHbIX KOHCTPYKLUNA,
1961 rop.



buo-TeHcerpuru.



buo-TeHcerpuru.

B nauane 1970-x Jonanbg Muroep
(B HacTosIIee BpeMs — Ipodeccop
["apBapacKOro Y HUBEpPCUTETA)
IpUMEHSET NpUHLUIIBI Teopuu
TeHcerput kK OMOTOTUYECKUM
CHUCTEMaM.

JlaHHO€E HampaBJI€HUE HA3BIBAIOT
eule buo-Tencerputu. Muroep
3ayMaJICsl O TOM, 4YTO
IIUTOCKEJIETHBIE CTPYKTYPbI KJIETKH
MOT'YT 00pa30BBIBATh

KOHCTPYKIIHH, ITOJIOOHBIE
Donald E Ingber CaMOHANPSKEHHBIM KOHCTPYKIMAM
Oyiepa u CHeEJbCOHA.

NoHanbg NHroep (p 1956)



buo-TeHcerpurmu.

B cepenune 1970-x Jonanba MHroep ObLI CTYAEHTOM, U3y4das
MOJIEKYJISIPHYI0 OMO(DU3UKY U OMoxumuio B MleabCkoM YHUBEPCUTETE.

OnHaxael, B 1975 roay, oH MOCETUIT 3aHATHE TIO TPEXMEPHOMY JTU3ANHY
U CKYJBITYpE. DTO 3aHITHUE ONPEACINIIO HE TOJIBKO €ro JUYHYIO
Cyab0y, HO U MOJ0XKUIJIO Havyalo NpUMEHEeHHUIO ujael TeHcerputu B
OMOJIOTUU U OMOTEXHOJIOTHHU.

HcTopust 5Ta NOMCTHUHE JIETEHAAPHAs, TAK YTO €€ CTOUT U3JI0KUTH
nomnoapooHee. OgHaxapl MHroepa 3auHTEpecoBaio, 4To 110
YHUBEPCUTETCKOMY KaMITyCy OpOJST CTYJI€HThI CO CTPAaHHBIMU
CKYJBOTYpaMH, IIOX0KHMHU Ha «T'€0JIC3UNYECCKUE BUPYChI»



buo-TeHcerpurmu.

B oTBeT Ha paccnpockl OHU O0BICHHUIIHN, YTO U3Yy4alOT KypC MO
Ha3BaHUEM « TpexmMepHbIM Au3arH». [IonbITKa 3anMcaThCs HA Kype
3aKOHYMJIACh HEYJaueH -- CIAUIIKOM YK MHOTro ObLIO xefaromux! Ho
TOHOIIA HE ciajcs!

B 10 BpeMs OH BCTpeyalics ¢ A€BYIIKOM, U3YYaKOIIEN CKYJIBOTYPY, U
OHAa YTOBOpMJA MPenoaBaTelisi, KOTOPOro 3Bajii JPBUH Xayap,
BbIC/TyIIaTh MHrOepa.

Ha He1oyMeHHBIN BOIIPOC, 3a4EM YUYEHOMY U3y4aTh CKYJBIITYPY, FOHBIN
MHroep oTBeTHI, 4TO OMOJIOTHS, IO CYTH Jieja, OCHOBaHA Ha
«TPEXMEPHOM JIU3alHE», IPUBEI B IIpUMEDP ABOMHYIO cniupalib JJIHK u
MOJIYYHJI pa3pelICHUE Ha MOCEIICHHUE.



buo-TeHcerpurmu.

Ha riepBoM Xe 3aHATHUH CTYACHTHI MOJTYYHIIN 3aITaHUE U3TOTOBUTD
KOHCTPYKIIMIO U3 CTEPKHEN U BEPEBOK C YCIOBUEM, YTOOBI CTEPKHHU
APYT Jpyra HE KacalucCh.

Koraa K KoHIly 3aHATHS Takasi KOHCTPYKIKS, UMEIOIas [apOBUIHYIO
(dbopMy, ObLIa H3rOTOBJICHA, JIEKTOP TOJAKHYJI e€. KoHCTpyKuus nmorepsia
(opMy M MOYTH pacIiacTalach IO MOJIY, HO Y€pE3 MTHOBEHBE
mapoByIHas (opMa BOCCTaHOBUJIACH!

B stoT MOMeHT roHOoro Jlonanbaa Maroepa ocenuno! OH MoHsI, 4TO
KHUBas KJIETKA NPEJICTABISIET COOOM CaMOHANPSKEHHYH) KOHCTPYKIIUIO !
Kak pa3 Torga oH padoTall ¢ KyJIbTypaMHy PaKOBBIX KJIETOK M 3HAJI, 4TO B
MIPUKPEIIEHHOM COCTOSIHUU KJIE€TKH IIOCKUE, a IPU OTKPEIIEHUU OT
cyOcTpara NpUHUMAIOT IAPOBUIHYIO (OPMY.



buo-TeHcerpurmu.

Korga oH BepHYyJIcs B 1aOOPATOPUIO U MOMNBITAICS U3JI0KUTH CBOM
B3IJISIbI, TO CTOJIKHYJICS C MOJHBIM HEIIOHUMAHUEM CO CTOPOHBI KOJIJIET.

HecMmoTps Ha HENPUATHE CO CTOPOHBI HAYYHOT'O COOOIIECTBA, JloHAb
WNHroep npooaKuil pa3BUBaTh UJICH0 O OMOJIOTMYECKUX CUCTEMAX KaK O
CaMOHANPSKEHHBIX KOHCTPYKIHUSX, CTAB OCHOBATEJIEM HOBOT'O HAYYHOI'O
HarpaBJICHUs — bUO-TEHCETPUTH.

B konue 1970-x 00JbIIMHCTBO OMOJIOTOB MPEACTABIIAIO CE0E KIETKY
KaK 3JJACTUYHYIO MEMOpaHy, B KOTOPYIO 3aKJIF0UEHa BsI3Kasl [IMTOILIa3Ma,
a U3y4YEHME KJIETOK BUACIOCH MPEXkKJIE BCEr0 KaKk M3Y4YEHHUE CBOMCTR
BEILIECTB, U3 KOTOPBIX OHU COCTOSIT.



CamoHanpsiskeHHbIe KOHCTPYKUMU U Teopusi Tencerpuru.

VYke B cryaeHuYeckue roasl MHroep BMeCTo NpeICTaBICHUS O KIIETKE
KaK O «IIapHUKe C LIUTOIIa3MOM» CTal pa3BUBAaTh IIPECTABICHUE O
KJIETKE KaK O CAMOHAINPSKEHHOW KOHCTPYKIIMHU

Hroep paccmarpuBaeT KJIETKY HE KakK IIApUK, HO CKOpee, KaKk
«MajdaTKy», 15 CTa0WIM3aluuu (GOPMBI KOTOPOH UCIIOJIB3YIOTCS
METAJIMYECKUE CTEPHKHU U HEUJIOHOBBIE BEPEBKHU.

Kaxk pa3 IpUMEPHO B TC KC I'OJAbl AKTHUBHO U3Y4YaJICA HUTOCKECJICT, U
Hroep npeanoaokuil, 4To B KAY€CTBE «CTEPHKHEN U BEPEBOK»,
CTAOMIIM3UPYIOIIKX POPMY «IMadaTKW», MOTYT BBICTYIIaTh 3JI€MEHTHI
KIOHUTOCKCECIICTA» .



CamoHanpsizkeHHbIe KOHCTPYKIUM M Teopusi TeHcerpurmu.

TeHcerpuTn paccmaTpuBaeT YacTb KINeTKU Kak
CaMOHanpsi>)KeHHYH KOHCTPYKLMUIO.

MwukpoTpyboukn Nogo6HbI yNpPYrum CTEPXKHAM, a
MUKpOPUNamMeHTbl U MPOMEXYTOYHbIE PUNaMeHTbI —
pacTtarmealoLLnMM HUTAM.

Puc A. Yactb ckynbnTypHOU komnosunumn CHenbcoHa. B
AAHHOW YacTu CKyNbNTYPHOW KOMMNO3MUuK HabnoaaeTcs
BanaHc mexgy cunamMmm HanpskeHNsa 1 cXxaTtus, No3aTomy
dopmMa CKySbNTYPHOW KOMNO3NLMN CTabunbHa.

Puc B. CxemaTtuyeckas guarpamma, nokasbiBaroLlas
BanaHc cun mexay HanpsXXeHHbIMU MUKpodunameHTaMmu
(microfilaments (MFs), NpoOMeXyTO4YHbIMU ounameHTamm
(intermediate filaments (IFs), nogBeprarowmmMmmuca cxaTuio
MUKpOTpyOoukamu (microtubules (MTS)) U BHEKNETOUYHLIM
MaTpuKkcoMm (extracellular matrix (ECM)). Cuna ynpyroctu,
nopoXxgaemas MUKpoTpybouKkamm, HacTUYHO
KOMMNEHCUpYeT Cunbl HaTsXXeHnAa n opmupyeTt banaHc
CcuUn (BeEpXHAA YaCTb CXEMbI); NPU NCHE3HOBEHUN
MUKPOTPYOOUKN BO3paCTalOT CUMbl HATAXKEHUS,
AEeNCTBYIOLME HA KNEeTOYHbIE KOHTaKTbl N Yepes HUX — Ha
BHEKNETOYHbIN MaTPUKC (HUXKHAS YacTb CXEMbI).

NcTouHuk: Ingber D. E. Tensegrity 1. Cell structure and hierarchical
systems biology. J Cell Sci. 2003 Apr 1;116(Pt 7): 1157-73.




Ewe npumepbl caMmOHaNPSXKEHHbIX
KOHCTPYKLUUA N MOAENb KIETKN KaK
caMOoHanpsXXeHHOW KOHCTPYKUUK. Puc. A:
OpgHa 13 bonee No3gHNX XyO0XECTBEHHbIX
komno3nunnm KeHHeta CHenbCOHa, Tak

* HasbiBaemas «TpoinHasa KopoHa».

Puc. B: KOHCTpYKUUS N3 6 AepPEBSAHHbIX
CTEPXHEN U 24 3NaCTUYHbIX HUTEW CTOCOOHA
aepxaTtb opmy. CTEPXKHU UCMbITbIBAKOT
cxKaTtue, a HUTU — pacTsbkeHue. C NoMoLLbHo
aTON KOHCTpYKUuMn doHanbg NHrbep
NpoAEeMOHCTPUpOBarn, Kakum obpasom
KneTka MOXeT noaaepkmeaTtb MO0 MEHATL
CBOI (popMy B 3aBUCMMOCTU OT TOro, KakK
OHa KpenuTcs K cybceTpary.

Puc. C: CamoHanpsXeHHasi KOHCTPYKUUS,
LlENTIMKOM COCTaBriEHHAs N3 MPYXUH C
pasHbIMU MEXAHUYECKUMU NapaMeTpamMu.
HekoTopble NpyXuHbI NP 3TOM UCMbITLIBAKOT
cXXaTue (TO eCTb «paboTaloT» Kak CTEPXKHN),
HEKOTOpPbIE — pacTsXKEHUE (TO eCTb
BbICTYNAlOT B KAYECTBE ANAaCTUYHbIX HUTEN).
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Teopus Tencerputu 00bsicHsIET MOpdoreHes
NMOYKOBAHMS MUTEJTHAILHON JKeJie3bl.

Caesa: JlokaJibHbIE U3MEHEHUS B CTPYKTYPE BHEKJIETOUHOTO
MaTpUKca Mo AMUTEIUEM MPUBOAAT K YTOHYEHUIO
0azanbHOM MeMOpaHbI (3eJIeHbIM 1iBeTOM). OHa HaTSArUBaeTCs
Y TIPOJOJIKAET YTOHYATHCS MOJT BO3JIEICTBUEM COKpAICHUS
KJIETOK 3MUTENMS COCEIHUX YUaCTKOB (ITOKa3aHO OebIMU
CTpPEJIKaMM) U MOJJIEXKAIIEN ME3CHXUMOM, KOTOpast
NpeaHaTsHyTa (cepasi CTPeNKa), y4acTOK MPUIIEKaIEro
SMUTENIUSL BBIMSTYMBAETCS (TOKA3aHO KPACHBIM), TaK KaK OH
CBsI3aH C ME3EHXUMOM Yepe3 BHEKIIETOYHBIN MATPUKC.
BrinsiunBaHue cBSI3aHO C el OOJbIINUM PACTSKEHUEM
SMUTENUS, TApAIJICIbHO 0a3aJIbHOM MEMOpaHe UAET JAEJICHUE
KJIETOK, U 3TO MPUBOJUT K MTOBTOPEHUIO MTOYKOBAHMS
HKEJE3bl.

CupaBa: TEOPUTHUYECKU NTPEACKA3aHHOE PaCIIPEACIICHNE
MEXaHUYECKUX HaNpsKeHWM B 0a3aqbHOM MeMOpaHe B X0/1€
Mop@oreHe3a SNUTeIMaabHON kKelie3bl. Y BEeIMYEHHOE
PACCTOSIHUE MEXKTY JIMHUSMU YKA3bIBAET HA YUYACTKU
0a3ajibHON MeMOpaHbl, KOTOPbIE YTOHUEHbBI U MOABEPraroTCs
PACTSIKEHUIO0, UMEHHO C TAKUMH Y4aCTKaMM CBSI3aHO
00pa30BaHUE HOBBIX BbIMSUYNBAHUM.



MHBOroypoEHeBAH OPraHHZANHASA SKHEOI0 ¢ TOYKH 2PeHHS TeopHH 1T eHCcerpHTH.

YpoBReHB CTpyKTYVpPEL | CTPYKIYPBL CTpyKTYpPEL OTBeTaloIlHe HcToaHHE
OpraHH3allHH | HCOBITBIBAKD | HCIBITBEIBAIOITHE 3a DepemaTy "HabopMaITHHE
IDHe CKaTHe | HaTOKeHHEe MeXaHHYIeCKOr O
BO3OeHCTBHA HAa CMelKHEIS
YPOBHH
Buo- O-CITH PAJTH. I'mdoxHe oOIacTH DIIeMeHTEI IHTOoCKeIeTAa. Zanotti.
MOISKYIIBI S-vEIagkH DeIKOBBIX CEA3BIBAOIITHECH C Guerra. 2003
MOIIESKY I; OEeNKOBEBIMH MOJISKYIAMH H Liedl et al.
(Ha npaMepe | Gomee Ooee rHOKHe JHEK. 2010:;
OenkoB H HEeCTKHE yaacTrHa JJTHEK Zheng et al..
JTHE) VHIACTKH 2009;
JHEK Ingber. 2010
Haopo HectroO Menee DIIeMeHTEl AdepHOor o Ingber. 1993
VIIaKOBaHH yIHaKoBaHHBIS MHTOCKeIeTa CBA3BIBAIOT C
BI€ YVIAaCTKH | YyIacTKH YPOBHeM OHOMOISKY L.
XPOMOCOM XPOMOCOM. I[MpoMexy TOIHEIS
¢dHIAMEeHTHI CBA3BIBAFOT C
YPOBRHEeM IIeIToH KIeTKH.
Knetka MuarxpoTpys | MHEKpO- ITpome:xkyTOIHBIS Ingber.
OTIKH dHITAaMEeHTHI ¢dHIAMEHTHI CBA3BIBAFOT C Jamieson.
VPOBHeM KIeTOTHOI O Agpa. 1985:
DIeMeHTEI BHEKISTOTHOI O Ingber. 1993;
MATPHKCA CRBAZRIBAIOT C Ingber. 2003;
TKAHEBBIM YVPOBHEM.
TrkaHE DIeMeHTBI DImeMeHTEI DIeMeHTEI BHEKISTOTHOI O Chen. Ingber.
(Ha mpHMepe KOCTHOH KOCTHOH TKaHH. MAaTpHKCA. 1999,
KOCTHOH TKAHH, ocobeHHO Swanson.
TKAHH) oCcOoDeHHO OpPHEeHTHPOBaHHBI 2013
OPHEHTHPOB | € B JaTepPaIbHOM
aAHHEIE B acriexTe.
MeIHAHHOM
acImeKTe
Opran Pedpa CHcTeMa CoenTHHHT2TbHAA TKAHD. Maina. 2007
{Ha opHMepe COeTHHHTeIbHO- MBIIIIIEL. Weibel., 2009:
JTeTKHX) TKAaHHBIX Swanson.
BOTTOKOH. 2013
CHcTeMa KoctH. Memmier B MEINIIEI. CBA3KH H Swansorn.
opraHoe (Ha CBA3KH. 3TIeMeHTBl COeIHHHTenbsHoH | 2013
IIpHMepe TEKAHH.
OIIOPHO-
OBHIaTeIbHO
TO anmmapara)
Ilensril Kocra MeBIINIBI. CBA3ZKH MBIINIEI. CBAZKH H Swanson.
OPraHH2IM H 371eMeHTEI 3TeMeHTEI COeIHHHTensHoH | 2013
(Ha npHMepe CcOeTHHHTEeIbHO TKAaHH.
OpraHH3MAa TKAHH.

TTeTOBEKA)




OcHoBHas kpuTuka Teopuu Tencerpuru:

- Bce MHOroo0pasue xuBbix (hopm MHroep cBoaur K
CaMOHANPsHKEHHBIM (yJIEPOBCKUM KOHCTPYKIIUSM.

-[IpencraBineHne 0 MUKpOTpyOOUKaX KaK TBEPJIBIX CTEPKHIX, a 00
AKTUHOBBIX Y MPOMEXKYTOUHBIX (DUITAMEHTAX KaK 00 3JIACTUYHBIX
HUTSX — JOBOJIbHO Ipy0asi aHAJIOTHsI, BEJlb B PEAIbHOCTH KPYITHBIE
OMOJIOTMYECKHUE MOJIEKYJIbI O4YE€Hb JTUHAMHUYHBI, a UX (PU3UYECKHE
CBOMCTBA CJIO’KHO ONKCaTh B TEPMHUHAX KJIACCUYECKOW MEXaHUKHU.



Tem He menee, Teopus TeHcerpuTu UMeeT HECKOJIbKO 04Y€Hb CHJIbHbIX CTOPOH:

- YHUBEPCAIBHOCTh. TE€HCETPUTH OOBACHAET MOJAJAEPKaHUE POPMBI OMOJTOTUYECKUAX
CTPYKTYP Ha Pa3HbIX YPOBHSX (0J1 CYOKJIETOYHBIX JI0 L[EJIOr0 OpraHu3Ma), MpUYeM Kak
B CTaTUKE, TaK B JUHAMUKE.

- OO1Mi IPUHIINIL, JEXKAIIUN B OCHOBE OMOJIOTUYECKUX CTPYKTYp. Teopus
OOBSICHSAET U MPEJCKA3BIBAET CIIOKHOE MOBEJCHHUE PA3IUYHBIX OMOJIOTUUECKUX
CTPYKTYP, UCXOMs U3 OOIIIEro NMPpUHIUIIA (KMBasi CUCTEMa KaK caMOHaIps>KEeHHAs
KOHCTPYKIIUS).

- MoaynbHOCTh M camoniofoone. TeHCEerpuTH MOKa3bIBa€T MOYJILHOCTh
OpTraHU3AIMH KUBOTO OpraHnn3Ma. MoayJIbHOCTG JIEXKUT B OCHOBE UEPAPXUU
CTPYKTYDP B CTPOCHUHU OpraHu3Ma.

- [TpuHIunn oOpaTHO# CBsI3U. MexaHn4YecKHre HapsiKEHUsT MOPOKAAI0TC BHYTPU
KJIETOK, HO SBJISIIOTCS TAKK€ BHEITHUMHU PETYISATOPAMU UAYIIUX BHYTPHU KIETOK
ITPOLIECCOB.

HecMOTpst Ha HECKOJIBKO YIPOIIEHHBIN MOAX0]T K 00BbICHEHHIO (PEHOMEHA KUBOTO,
Teopusi TeHCErpuT — HHTEPECHEMNIIAs MOMBITKA COBPEMEHHBIX OMOJIOTOB O0BSICHUTH
3arajKky OMOJIOrH4ecKoro Mop(orenesa u nojiep>xkaHusi OMoJI0ru4eckon (popmel,
UCXOJISl U3 IPOCTHIX MPUHIIUIIOB CAMOOPTAHU3ALMH.



/Innamuyeckass MopdomexaHuka.



Teopus Mopdorenernueckoro Iloast A.I'. I'ypBuua

Teopus MopbhoreHeTH4ecKoro nojs
(Teopus bruonoJis).

brina BeIIBUHYTA B Hayaljie XX BEKa
A.T. 'ypBuuem (1874-1954 rr.)

['ypBUY cuuTai, 4TO KJIETKU B
OpraHu3Me OObEIUHSIOTCS B €IUHYIO
LEJIOCTHYIO CUCTEMY, U CyJIb0a
KJIETKH 3aBUCHUT OT €€ ITOJIOKEHUS B
1I€JIOM OpraHU3ME.

Fig. 4. Alexander Gavrilowvich Gureitsch | 1874-19541 (From archives of



Teopust Mopgdorenerndeckoro Ioast A.I'. I'ypsuua u JI.B.
bejoycos.

Y A.I'. I'ypBuua Obl1a Heserkas cyap0a. To ero npru3HaBaiv, TO OH
rorajiaj B omnainy.

B koHI11e xKn3HHU, 11ociae 1948 roma, Anexcanap I'aBpruiioBuy norai B
onally, U y>K€ HE 3aHMMaJl HUKaKMX O(PUIMaIbHBIX IIOCTOB B HAyKE.

OH paboTtasi B JOMAIIHEN JJAOOPATOPUN ¥ OPTraHU30BBIBAI JIOMAIITHHUE
CEMUHAaPBHI.

[Tocneanum ero yueHukoM Obl1 BHYK JIeB Biagumuposuu bemoycos
(ceiH noyepu Hatanbn AniekcanapoBHbI ['ypBuy).



JAnnamuueckast MopgpomexaHuka.

Ecnu Jlerenna 06 o3apenun [{onansna Muroepa u poxxaenuu buo-Tencerputu
XOPOIIO 3aJJOKYMEHTUPOBAHA U YK€ OIMCAHA B HAYYHOW JIMTEpATyPE, B TOM UYHUCJIIE
B uHTEpBbIO /1. UHrdepa 2014 roxa, To Jlerenmapnas Mctopus npo 3apoxiacHue
MophoMexaHuku B MOCKOBCKOM Y HUBEPCUTETE JKJIET €II€ UCTOPUKOB HAYKHU.

Kak pacckaszpiBan cam JleB BraaguMupoBud, MBICIIb O BEAYIIEH POJIN
MEXaHUYECKHX HAIPSKEHUN B OpraHu3anuy MopdoreHesa 3apoaninach BO BpeMsi
oecennl ¢ SAxkoBoMm Jlopdhmanom B OydeTe ¢ KpeciaaMu, OIJIETEHHBIMUA KOKaHBIMU
peMenikamu. JlopdMan geprai 3a peMeIIKH, U KOKaHble PEMHU U3BUBAJIMCH U
n1e(pOpMUPOBAITHCE.

O1H AeopMupyronecs: peMeIKiu JEMOHCTPHUPOBAIN PEAKIIUI0 OMOJIOTUYECKUX
00BEKTOB HA MEXaHNYECKHE HAIIPSHKEHMUS.

[TyOnukamuu no MmophoMexaHuKe mpociaexkuBaroTes ¢ 1976 roga (B COaBTOPCTBE C
B.I'. YepaanieBoim 1 S. Jlopdhmanom).



JlononnureabHass Ungopmanusa: Kparkoe onucanue paHHero
pa3sBuTHda y am(puouii.

Ha ypoBHE MaccoBOro cozHaHus 0JIaCTyJ 1y OOBIYHO IIPEACTABISIOT
KaK OJTHOCJIOUHBIU IIOJIBIU IIAPUK, & TACTPYJISALUIO - KaK
BBOpPAUYMBAHME OJIHOM M3 MOJOBUHOK BHYTPb LIapUKa U
oOpa3oBaHUE ABYCIOMHOIO 3apObIla.

ITO BEPHO JIMIIIb OTYACTH. PaccMoTprum nmoapoOHee mpouece
racTpyJISIAKA Y UTTIOKOXKUX (MOPCKOM €X) U aM(prOuii.



AMWHANEHBIA NONKE

BhacToueni
Murpupyrowie
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Dunonoguu, BenTpaneHan

CTOPROHA
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HHALEYHM KD

Byaywmi
CHENET

ATArMR30LLME
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nnacy

FacTpynsaumsa y MOpPCKOro exa. Ha BeretatmBHOM nontoce 6nacTyribl OT ee CTEHKM
OTAENATCS KIETKN NEPBUYHON ME3EHXUMBI (A). DTN KINETKN «MON3YyT» BBEPX MO BHYTPEHHEN
NOBEPXHOCTM CTEHKMN BnacTynbl (5). B 310 Bpemsa cTteHka 6nacTtynbl B obnactu BeretaTuBHOIo
nontca (BeretaTtMBHaga nnacTuHKa) Ha4YMHaAET BNAYMBATLCA BHYTPb (B). KneTkn Ha BepXyLUKe
NHBarnHMpytoLwen BereTaTMBHON NIIACTUHKK 0Bpa3yoT hunonoaumn, npukpennatowmnecs K
NOBEPXHOCTM BHYTPEHHEN CTEHKM BnacTouensa n NoaATArMBatoT ee ganblle B rnydb 6nacrouens,
obpasys nonocTb NnepBuYHON KULWKK (I, []). KoHeu Knwe4yHon TpyoKu BCTYynNaeT B KOHTAKT CO
CTeHKon 6nacTynbl; B 3TOM MECTe BNOCNeACTBUM BO3HUKAET poToBoe oTBepcTue (E).
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ry6a |
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O6uan KowHanR
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/
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HManTouHan
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Ocratkm
npoGka
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§/ Gnacrouenn *Bnactonop

InTOonepma
AHE KHLIKK

HopcankHan

ryba | IuTOonepma Comintsi
GnacTonopa AHTOAEPME : Bokosan

TN > CBOAA KMLWKK Mesonepma ANacTHHKA

A NONEPEYHBIE PA3PE3LI &

A. lactpynaums y Xenopus. BHeWHU Bng amOpuoHa (esepxy} npeacrtaBfieH CO CTOPOHbI
BereTaTMBHOro Mnositoca; nonepeyHble paspesbl (6HU3Y) NPOXOAAT B NIOCKOCTH,
NoKa3aHHOW LUTPUXOBOWN NUHNEN. HanpaBneHue ABMKEHUSA KITETOK YKa3aHO CTpesikaMmu.

b. KapTa npe3yMnTMBHbIX 3a4aTKOB paHHEro ambpuoHa Xenopus (BuA cOoKy) ¢ Havana
racTpynsunmn ykasbiBaeT Ha MPOUCXOXKAEHUE KNETOK, KOTOpble BCNeaCTBME
racTpynsauMoHHbIX ABMXKEHNA NPUMYT yd4acTue B hopMUpPOBaHNN TPEX 3apoablLLEBbIX
nncTtkoB. PasnuyHble yactn mesonepmbl (bokoBasi nnacTUHKa, COMUTLI, XOpAa)
nponcxoaaT n3 6onee rnyboko

pacnonoXeHHbIX KNeTok obractn, 0603Ha4YEeHHON TouKaMu; Apyrne KNeTkn aTon obnactu, B
TOM 4ncne Hanbonee NOBEPXHOCTHbIE, AAaAYT Ha4arno akTogepme

(Ccepblii UBET, 88EPXY) UNKN IHTOL4EPME (Pa3NNYHbIE OTTEHKWN KPACHOro UBeTa, KHU3Y)



[Mpouecc Henpynaunmn y ampnbuin, nsobpaxkeHHbIn B Tpex npoekumax (A. b. B) Ha
cTaguax paHHewn (creea), cpenHen (B UeHmpe) u No3gHeEW (cripasa) HeNpynol.

A lNonepeyHble pa3spesbl Yepes cepeanHy 3apoblilla.

b. Bug Ha uenbin 3apoabill CO CMMHHOW CTOPOHbI.

B. CaruTtanbHble pa3pesbl YHepes MeanaHHYH NIOCKOCTb 3apoabiLua.
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Fig. Al Localizning mein mechamical siessex in eady gasimla—ia] bod sages of Fana
temporaria embryos (rvws J=4) by local incisions (hlack wedpes) L columm schemes of
operaiions. Mexi fames in the Apht, in soccession: skheiches and shots of fist deformations (red
pameers) shos of e delyed @ofve) deformaions (Wuwr poieers). Sooessive seps of
defimations are connected by arraws. Rowe 5 active delayed defrmations of extirpaied fragmenis
of liem] ecinderm with underlnad mesodemm. From Belomssav e al. {1975), modifiad

JInnamu4yeckasi
Mopdomexanuka.

Fig. 3.2 Some results of the mechanical inverse methods. a Scheme of measurements. Colo md
are cEIi nodules 1, 2 measured in succession. Red line depicts measurements pathways endin, g
the initial p oint. b A markedly bimodal tensions distribution in a representative area of embryoni
tssue. ¢;-cy Evol Immnnflemlepanem\ilhed rsal blastoporal lip during gastrulation. d d
Same in then‘q‘rpan of neural plate during neurulation. Dense lines are those of maximal tensions.
Subneural fold Skf. b-d Are from Beiou.\.mv and Lakirev (1988)

Hcnonb3yst 04eHb MIPOCTHIE METObI
(MUKpOXUPYPru4eCKUe Haape3bl Ha
3apOJIbIIIax ¥ aHAJIM3 TUCTOJIOTMYECKUX
Cpe30B, JIeB BiagumMupoBud U €ro KOJUIETH
MOKA3aJIM HAJIN4YMEe MEXaHUYECKHUX
HanpsbKEHU B SMOpHOHax, 0oJjiee Toro, st
Pa3HBIX CTAJUIl PAaHHErO Pa3BUTUS OBLIU
XapaKTEPHBI ONPEACICHHBIE TATTEPHBI).

Beloussov. Morphomechanics of
Development. Springer. — 2015. — 195 p.



JAnnamuueckast MopgpomexaHuka.

Fig. 3.3 Maps of mechanical stresses at successive developmental periods of amphibian embryos.
a Late blastula stage, cross section. b Early gastrula stage, surface view from vegetal pole. Dorted
curves display largely dispersed parts of tension lines. ¢ Mid-blastula stage, cross section. d Early
neurula stage, cross section of the tunk part. e Early tail bud, saggital section. f Advanced tail bud
stage, fromtal section. g Ectomesodermal fragment, 15 min after extirpation from a tail bud stage
embryo. Dense contours depict lines of extensive tensions. Arrows are converging toward tension
nodules

[IpumeyaTenbHO, 4TO
MEXAHUYECKUE HAMPSIKECHUS
HE OBUIM N30MOP(PHBIMH,
JUI pa3HBIX CTAIUN PAHHETO
pa3BUTHS OBUIN XapaKTEPHBI
OIIPEJICIICHHBIE TTATTEPHBI).

Beloussov.
Morphomechanics of

Development. Springer. —
2015. - 195 p.



JAnnamuueckast MopgpomexaHuka.

B niepBoit monosune 1980-x JleB BraauMupoBrud akTUBHON COTPYAHUYAET C
bopucom benunnepsiM. HaunHatotcst paboThI 10 MOAETUPOBAHUIO POJIU
MEXaHMYECKHX HAIPsSKEHUW B paHHEM Mop(oreHese amOuounii.

OueHb IPOCTON M yIaYHOM MOJIENBIO ObliIa MOJIEIb pa30UEeHUS 3aKPEIICHHOTO
rJjiacTa Ha 2 JJoMeHa.

bemunues b. H. (ITox penakuuent M.B. Bonskenimrerina). duzndeckre OCHOBBI
buonornueckoro ®opmooodpazoBanus. M.: Hayka. 1991. — 253 c.
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JAnnamuueckast MopgpomexaHuka.

1. Knetku cnocoOHBI K NOISIpUA3ALINMI, IPU
3TOM OHM BBITSTUBAIOTCS B BBICOTY H
YMEHBIIAKOTCS B IIIUPUHY.

2. Ilocie Toro, Kak KiieTka nojJsapu3oBaHa,
OHA MOYKET CTUMYJIUPOBATH MOJSPUAIUAIO
B COCEIHEH KIIETKE.

3. 3a cuer TOro, 4YTO KIJIETKH

YMEHBIIAKOTCS B MIMPUHY,  ILJAcT
HaTSATUBAETCS.

4. Cy1ecTByeT ONpeICICHHBIN
KPUTUYECKUM YPOBEHbB HATSKCHUS

KIICTKH, BBbIIIC KOTOPOI'O KOHTAKTHAsA
moJripu3anusa TOPMO3UTCA.

SKCI'IepVIMeHTaJ'IbeIe AaHHbIE
nogrsepaniin 3Ty Mmoaersib.



Annamuueckast Mopgpomexanuka.

Penakcauus MexaHM4YeCKUX HANPsSXKEHUN Ha
CTaJUM PaHHEW racTpyJibl MPUBOAMUIIA K
pPaCIIMPEHUIO HEUPATIBHOTO JIOMEHA, YBEJINYEHUIO
KOJINYE€CTBA HEPBHOW TKaHU, aHOMAJIUSIM B
CTPOEHUH 3aPOIbILLIEBOM HEPBHON CUCTEMBI
(YIBOEHUIO U JIa’Ke€ YTPOSHUIO HEPBHOU TPYyOKH).

Beloussov LV, Lakirev AV, Naumidi II,
Novoselov VV. Effects of relaxation of
mechanical tensions upon the early morphogenesis

of Xenopus laevis embryos. Int J Dev Biol. 1990.
34(4):409-19.
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Fig. 3. In vivo photomicrographs of the shape changes in the latex-adhered explant, Stretching direction is horizontal. {A-D)
The same pair of explants before stretching (A), immediately after the cessation of 0.5 h stretching (B), 2 h later (C). and 4 k
later (D). (E) An explant immediately after cessation of 0.5 h stretching and (F) the same explant 2 b later. {G) An explant
immediately ifler placcment on a latex film and (D)) the same explant, nonstreiched. 2 h later. Note a substantial spontanecus
contraction of the nonstretched explant, Bar is 200 jum.

JInnamu4yeckasi
Mopdomexanuka.

B 1988 roay B coBMecTHOI padboTe ¢ A.
JlakupebiM 1 1. Haymuan, JIsBoM
BiagumupoBudeM ObLIO MOKa3aHO, YTO
MCKYCCTBEHHO MPUJIOKEHHbBIC
HATSDKEHUSI MOTYT Pe-OpUEHTHUPOBATH
HaIpaBJICHUE JIATEPOMEUATIBHOM
WHTEPKAJSAINU B DKCIUIAHTaTax
J0pcajabHOM TyOBI Oj1acTomOpa.

B cepun 3kcniepuMeHTOB 110
HUCKYCCTBEHHOMY MEXaHUYECKOMY
BO3JICHCTBUIO HA MIPUKPEIJIEHHBIE K
cyOCTpaTry dKCILUIaHTaThl OBLIO
MOKa3aHO, MEXaHUYECKNE CUJIBI
BBI3BIBAIOT KJIETOUYHBIE IEPECTPOMKH,
MPUBOJISIIINE K UBMEHEHUIO (POPMBI
JKCIUIaHTaTa, B TOM YUCJIE U B
Marepuayne OOKOBBIX U BEHTPAIbHOU
ry0 Onacromnopa.



Teopus benoycoBa-MurreHTaJjis.

HakarummBaetcst 00J1b110M (DaKTUYECKUI MaTepUal.

B nHauane 1990-x JleB BinagumupoBud oocyxaaet cBou ujeu B CIIA ¢
aMEPUKAHCKUM MOCT-0KOM MutreHtaieM, u B 1992M roay B riepBou
pelaKkiM ObLIA OMyOJUKOBAaHbI TE3UCHO OCHOBHI Teopun benoycona-
MuTrTeHTalis.

Mo>xHO Ha3BaTh 3Ty TEOPUIO AUHAMUYECKON MopdomMexaHukoi. Cam
JleB BraguMupoBUY B KOHIIE JKU3HU IIPUMEHSI TEPMUHBI
«MOP(hOIMHAMUKA», «TUIIEPBOCCTAHOBIICHUE MEXAHUYECKUX
HAIIPSKEHUM» U «KAYEJIn».



Teopus benoycoBa-MutreHTans (AIMHAMU4YecKass MOP(GOMeEXaHUKA)

e MexaHudeckue HaIIPsOKCHUSA BJAMAIOT HA JKUBBIC TKAHUA.

e JKuBbI€ KJIETKHA U TKAHU MOTYT MOPOXKJIATh MEXAaHUYECKUE
HATPSIKEHUS.

e [laccuBHBIE U aKTUBHBIC HAPSHKEHUS B3AUMOJICMCTBYIOT Yepes
KUBBIE CTPYKTYPHI B XOJI€ PA3BUTHUA.

¢ Hopomz[aeMme TKAHAMHAW dKTHUBHBIC MCXAHNUYCCKHUC HAIIPAKCHUA
HalIpaBJICHbI HA KOMIICHCAITUIO MCXAHHNYCCKOI'O BOBI[GI;'ICTBHH Ha
TKAHH.

* B xo/1€ pa3BUTHA KUBBIE CUCTEMBI MOTYT «IIPOCKAKHWBATH» YEPE3
TOYKY PAaBHOBECUS



OO0bsicHeHHe paHHero mopgorese3a ampuOU ¢ TOYKH 3PEHUS
Teopuu besoycoBa-Mutrenras.

Fig. 1. Biomechanical interpretation of gas- A br B o

trulation events in amphibian embryos. (A- 2
D, E1, E2) Biomechanical “maps” of succes- ’ﬂ
sive stages and most important regions of y
embryos. Active forces are displayed by red

arrows, while passive stresses are indicated by
blue arrows. (A) Stretching of the blastocoel
(br) roof by turgor pressure in the blastocoel.
(B) RC! in the blastocoel roof producing pres-
sure forces onto vegetal regions. (C) A detailed
scheme of the region framed in (B). (D) Two
alternating phases of biomechanical interac-
tions between the marginal zone (MZ) and the
suprablastoporal zone (SBZ). (E1, E2) Succes-
sive stages of the involution in saggital section.
Frames (ab,c,d,e) display suggested hyper-restoration responses that correspond to the upper row frames indicated by the same capital letters (ab
corresponds to Aand B together). Dotted arrows connect the active branches of preceding hyper-restoration responses with the shifts of stress values
which they produce in the neighboring parts of embryos triggering the latter’s active responses. Pre, preinvoluted; pst, postinvoluted layer.

A SBZ

«AKTUBHBIE MEXaHUYECKUE CUIIbI» U300PaKEHBI KPACHBIM.

«[TaccuBHBIE MEXaHUYECKHE CUIIbI» U300paKE€HbI CUHUM.

I'Iopo>K1:|,aeMb|e 3apobilueBbiIMiA  TKaHAMU «aKTUBHbIE CWUJlbl» CTPEMATCAH
CKOMMEHCHNPOBATb BOSLI,GVICTBI/IG «MaCCUBHbIX CUTT»

Cuctema «npockakmBaeT» TOYKY paBHOBECHUS.

Beloussov LV, Luchinskaya NN, Ermakov AS, Glagoleva NS. Gastrulation in

amphibian embryos, regarded as a succession of biomechanical feedback events. Int J
Dev Biol. 2006;50(2-3):113-22.



Jles Bnagumnposuy
Benoycos
(1935-2017)

Jlee BnagumupoBuu benoycoB Oyner
CIY>KUTh JUII Hac W I Oyaylux
IMOKOJIEHU U 3TAJTOHOM YUYEHOT O,
UHTEJJICKTYAIbHBIM W HPABCTBEHHBIM
uaeaigoM. llouytm BCHO KH3Hb €My
MPUXOAUIOCH  BBIIECPKUBATh  IIKBAJ
XKECTOKON KPUTHUKH.

-«bopr0a ¢ napeanuzMom»

-Kputka XOJIHMCTUYECKOTO TOAXO0Ja
PEAYKIIMOHUCTAMMU.

-Kputnka A.I'. I'ypBuya, B TOM 4Yucie
KOHIIETIIINN «OMOIMOIST»

-Kputnka mno tumy «y >KMBBIX OOBEKTOB
HET MEXaHUYECKHUX CBOMCTB»

-Kputrka 3a mpocToTy W JCIIEBU3HY
METOJOB.



bonbmyro wacte xu3HM JleB BiagumupoBud IpopadoTall B YCIOBHSAX
HEIIPUATHSA €0 UJIEH.

AKTUBHBIA HHTEpEC K POJM MEXaHMYECKHX (PAKTOPOB B peEryJisLMu
OMOJIOTMYECKUX CUCTEM HAYMHAETCA Ha 3arnaje ¢ koHna 1990-x.

HaynHaloT akTMBHO M3y4yaloTCA MexXaHOYyBCTBUTENbHbIE KaHanbl W
MeXaHOTPaHCOYKLUUK -- CUrHaNbHbIE MeXaHuU3Mbl, OTBeYawLlme 3a
peuenuuio MexaHM4Yecknx BO3OEUCTBUN U NepenporpaMmmMmupoBaHue
CBOWCTB KNEeTOoK, Ha3blBaeTCAa «MexaHOoTpaHCOYyKLUMEN».

B nocnegHwe rogbl CTAaHOBUTCA MOHATHbLIM, YTO LIEHTPanbHYO ponb B
MEexXaHOTpPaHCAYKUMKM B Xo4e WHOMBUAOYaANbHOMO pasBuUtuUa U
noaaepXaHns TkaHen urparoTt perynartopbl TpaHckpunumn YAP (YES-
associated protein) W TPAHCKPUMNUUOHHLIN  KO-akTuBaTop TAZ
(transcriptional coactivator with PDZ-binding motif), KOTOpble ABNAOTCA
CBOEero poga ceHcopamun pn3nN4ecKoro COCTOAHMS KNeToK N BHELLHUX
MEeXaHUYEeCKNX CUTHAIIOB.



CBsA3b MeXay MeXaHWKOW TKaHW N 3KCMpPecCuen reHoB ObIno
nokasaHa euwe Hadvane 2000-x. OMmmaHyansa ®Papx u ero
KOonrern OoTKpbIn, YTO 3KCNpeccusa reHa rwist 3anyckanachb B
KrneTkax 3apodbiller AOpo30duribl Ha paHHUX CcTagusax npu
MEXaHN4YeCKOM BO3OENCTBMN HA SMOPUOHDI.

[To3)e nccnegoBaTenu n3 Tom xe nabopatopumn nokasanm, 4To
W B HOpPManbHOM pas3BUTUM 3MOPUOHOB  ApPO30duUbI
HeobXoaMMO cXaTue onpegenieHHblXx obnacten 3apobllla
(dbopmMupyrOLLMNCA KULLEYHUK) ONA 3anycka 3KCNpeccuu reHa
twist.
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OcHOBHbBbIE BBIBO/IbI.

TpyaHo ObITh reHreM. TpyaHO OBITH MEPBOMPOXOJILIEM.
[Ipr3HaHue HOBBIX UJIEH B HAYKE MOXKET 3aHUMATh ASCATUIICTHUS.
Hy>xHo Oepeub 310pOBbE U CTApATHCS JI0JITO KHUTh.

MoxHO TOBOpUTH O (DOPMHUPOBAHHM B IOCJIEIHUE HOBOM HAayKH Ha
CTBIKE€ OHMOJIOTUH U (PU3UKK — MOpPOMEXaHUKU. B ee ocHOBY neriu
2 KOHILIEMIHM, OJHA M3 KOTOPBIX OOJBIIE OPHEHTHUPOBAHA Ha
CTaTUKY, a BTOpasi — Ha JUHAMMUKY.

[IpuMEHSIOTCS SKCIIEPUMEHTAJIBHBIE MCCIEIOBATEIBCKHAE MOIXO0/IbI,
Kacaroluyecss MEXAHUYECKUX AaCIIEKTOB CYIIECTBOBAHUS W U
JMHAMHAKM  Pa3HbIX YPOBHEM OpraHv3aldud KUBOTO — OT
MOJIEKYJISIPHOTO /10 OPTaHU3MEHHOTO.

MoO3KHO TOBOPUTH, YTO UCCIIECIOBaHUS B 00J1aCTH MEXaHUKHU KUBOTO,
B TOM 4YHCJIE Ha MOJEKYISIPHOM YypPOBHE, TOJIbKO HAYMHAIOTCS, B
OnmKaiilliee CTOJETHE Mbl YBUIMM BIICUATIISIIOIIEE Pa3BUTHE ITOM
oOyacTy 3HaHU !



JlonoanuteabHbie Ciaanabl:



HekoTopsbie q10ka3areabcTBa 00bACHEHHE PaHHEero Mopgorexnesa
ampuou ¢ Touxku 3peHus Teopuu besnoycosa-MurtreHTaus.
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A32) B(64) C(34) D) E(29) F@ED

Fig. 3. Results of relaxation of tensile stresses at the surface of the late blastula
stage of X. laevis embryos. (A) An embryo with a wedge-shaped implant causing
relaxation, 1 h after operation. (B) A similar embryo, 5 h after operation. (C) Scanning
electron microscopy view of a relaxed embryo, 1 day after operation. Note two
extensive protrusions which stretch the surrounding tissue areas. (D) A saggital semi-
thin section of a relaxed embryo maintained for 5 h in 50% MMR solution. (E) A
similarly treated embryo maintained for the same time period in 25-fold diluted MMR,
tensions being considerably restored. (F) Fragment of the blastocoel roof of an intact
embryo of the same age as (B). (G,H) Similar fragments from (D,E) embryos,
respectively. Note the reduction of the number of cell layers in (F) as compared with
(B) and in (H) as compared with (G), indicating the renewal of RCI after incubation in
hypotonic solution. () A diagram summarizing the results of “stress therapy” of the
relaxed embryos. (A} Control group; (B) relaxation by a frontally oriented radial cut
through a vegetal embryo region, (C) a similar relaxation by a saggitally oriented radial
cut; (D) embryos incubated in a hypotonical (25-fold diluted) MMR after frontally
oriented cut; (E) similarly treated embryos after saggitally oriented cut; (F) frontally
oriented cut followed by stretching of the embryos. Figures in brackets give the
number of samples in the corresponding series. Vertical axis, percent of normalized
and abnormal embryos 24 h after operations. Graph 1, normal embryos, 2,
exogastrulation; 3, incomplete gastrulation; 4, other anomalies. Note a substantial
recovery after tension renewal. From Beloussov and Ermakov (2001).

Penakcanusi MeXaHWYECKUX HaIpsOKEHUM Ha
CTaauyd TIO3JHEN OJacTysbl MOPUBOJIUT K
YMEHBIIIEHUID  YHCJIa  CJOEB  KPBIIIU
Ojlactoliesis B TEUEHHE HECKOJIbKMX YacoB
nocjie  omepalid W K  TOSIBJICHUIO
MUKPOWHBaruHamum U aHOMAaJIbHBIX
X000TOOOPA3HBIX CTPYKTYP Y€pe3 CTKH IOCIIE
oTeparuu.

DT (EHOMEHBI MOTYT UHEPIPETUPOBAHBI KAK
MONBITKA BOCCTAHOBJICHUS  MEXAaHUYECKUX
HAIPSIKECHUN.

MukyOarusa 3apojpllield B THIOTOHUYECKOU
cpelie MMPUBOINJIA K HOPMaIU3alui Pa3BUTHSL.



Relaxation of mechanical stresses by the radial cut of the Veg. hemisphere of the
late blastula of X. laevis

In isotonic conditions  In hypotonic conditions

5-6 h

2h 5-6 h

Cultivation in

1sotonic solution

Fig, 1, Test embryos after 2-6 h of cultivation: () 2 h after radial incision of the vegetal hemisphere and insertion of the wedge of
the ventral tissue (K) {blastocoel disappears, and the number of cell layers increases in the animal part of the embryo); () 5-6 h of
cultivation (protuberances and depressions of the surface are seen); (¢) same time after incubation in hypatenic MRS (restoration of
Blastocoel from individual lacuna and smoothing of the embryo surface), Scale here and in Figs. 3 and 4-50pm,

RUSSIAN JOURNAL OF DEVELOPMENTAL BIOLOGY Vol. 29 No.6 1998

cultivation in
hypotonic solution leads
to normalization

section, correspondingly; (¢} embryos of the exogastrula type; /) cmbryos with doubled axial rudiments; () embryo, which pro-
duced the axial complex but contains trank-Tik protuberances.

1 day of cultivation, SEM of development
1.5 days of cultivation,

24h i e, ) 24 h (series of folds is visible; d is detail ¢ under higher mag-

nification).
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