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Pemena 3amaua o nedopMHPOBAHUHM IIJIOCKOTO CIOSI 3MOPHOHANBHOTO SMHUTENHS, Pa3TPyKEHHOTO
MoCJie HEMpPOJOJDKUTENIBHOTO OJHOOCHOTO pacTsDKeHHs M (UKCAlMM B PAaCTAHYTOM COCTOSIHUM Ha
pa3nuuHble CpokW. HadanpHble yCIOBHSA AN €€ pEIICHUs IOJydaloTcs W3 pELIeHHs 3aJadd o
PaBHOMEpPHOM pacTsDKeHHH (parMeHTa TKaHHM (IKCILNIaHTATa) C MOCIeAyomend GuKcanued ero JINHBI.
[Mpu pemieHum 3anaydl WCHOJIB30BAjM pa3pabOTaHHYI0 aBTOpaMU paHee KOHTHHYaJIbHYIO MOJENb,
ONUCHIBAIONIYI0 HANPSKEHHO-1e(OPMHPOBAHHOE COCTOSHHE SMHUTEIHATHHON TKAHH C Y4eTOM Iapa-
METPOB, XapaKTEpPHU3YIOIIHX Kak (OpMy KJIETOK M HMX HAIpPsSIKCHHOE COCTOSHHE, TaK M aKTHBHBIC
HanpspKeHHs, pa3BHBaeMble KJIETKaMHU MpPU B3aMMOJEHCTBHM MeXay co00#l. DKCHepHMEHTaJIbHO
HaO0aemMoe MpOoJDKeHHE 1eOPMHUPOBAHUS PACTAHYTOM TKAaHHM IIOCIE NPEKpalleHHs AEHCTBUSA
BHEIIHEH CHUIIBI TCOPETHYECKH ONHMCAHO KaK PE3yNbTaT aKTUBHBIX PEAKIIMH KJIETOK Ha MEXaHHYECKOE
Bo3jelicTBue. [IpoieMOHCTpUPOBAHO CYIIECTBEHHOE BIWSHUE JUTUTENBHOCTH (PUKCAIIMU JKCIIAHTATa
KaK Ha BEIMYHMHY €ro IMOCIEAYIONero YAJIWHEHWs, TaK W Ha CTPYKTYpy KIETOYHONH aKTHBHOCTH.

Knrouesvle cnosa: xnemounvle cucmemsl, AKmueHbsvle Cpe()bl, 3M6pu0HaJlebuZ snumenuil.

[Ipouecc meperpynnupoBKH KJIETOK B KJIETOU-
HBIX IIacTax (mepeMeleHne OJHOU OTHOCUTENbHO
JIpYroi ¢ mepecTpoMKON KJIETOYHBIX KOHTAKTOB U
CMEHOH cocenell) B OTBET Ha Pa3BUTHE aKTHBHBIX
HalpsDKEHWH B TKAHHU UT'PAET CYIIECTBEHHYIO POJb
Ha paHHUX CTaaudx 3M6pI/IOHaHLHOFO Pa3BUTUA U
JEKHUT B OCHOBE opmMooOpa3zoBaHus U 00pa3oBa-
HHSI OCEBBIX OPTAaHOB BCEX MO3BOHOYHBIX [l].

[IepeymakoBKka KJIE€TOK MOJET YIPaBIATHCA
IByMsi pU3UYECKH pa3IMuYHBIMU MexaHu3Mamu. Bo-
MEPBBIX, MIOJl BO3JAECHCTBUEM BHEIIHUX IO OTHOIIE-
HUI0O K KJIETKAaM MEXaHHYECKHUX CHJI MOJXKET Mpo-
UCXOIOUTh Pa3pblB OJHUX U oOpa3oBaHUE IPYrux
KJIETOYHBIX KOHTAaKTOB C B3aMMHBIM I€pPEMEIIEeHH-
€M KJIETOK 1 00pa30BaHHWEM HOBOH KOH(pHUTypamuu.
DTOT mpoIlecc B HEKOTOPOM CMBICIE aHAJOTHYEH
BSI3KOMY TEUYEHHIO MaTepuaia: pacTsHKeHHe TKaHU
MPOUCXOUT B PE3YNbTATE CMEUIEHUS OJTHUX KJIETOK
OTHOCHUTENIBHO JPYTHX, BBI3BAHHOTO BHEIIHEW CH-
noii. Takyr nepeynakoBKYy MOKHO Ha3BaTh Iac-
CUBHOM.

Bo-BTOpBIX, Ha ONpeAeIeHHOW CTaauu pas3BHU-
THsI 3apOJbIlIa MPOSBISIETCS CHOCOOHOCTh KIIETOK
SMOPUOHANBHONW TKaHU MEHATH COCENeH B pe3yib-
TaTe pPa3BUTHS UMM AaKTHUBHBIX HaNpsDKeHUd. B

SMUTENHNANbHBIX TUIACTaX TAKUE HANIPSKEHHUS 0ObIY-
HO CO3JaI0TCS JJAMEJUIONOAUSIMU — IIOCTOSIHHO BO3-
HUKAIOMKUMH M HCYE3AIOIHUMH KJIETOYHBIMU BBI-
pocramu. CokpalleHue JIaMeUIONOoAUuN, 3aKper-
JICHHBIX Ha INOBCPXHOCTU COCEAHUX KIICTOK, IpPH-
BOOUT K BKIIMHUBAHHUIO OAHUX KJICTOK MCKIAY IpPYy-
TUMH; TIPU ATOM HPOUCXOJMUT TEpecTporKa Kie-
TOYHBIX KOHTAKTOB. 3a TaKUMH aKTHBHBIMH KJe€-
TOYHBIMH NEepeyNakoBKaMHU 3aKpeNuIOoCh Ha3BaHUE
WHTepKasinui. BakHoe oTiaMuMe BTOPOTO Mexa-
HHU3Ma OT MEPBOTO COCTOUT B TOM, YTO B pe3yJb-
TaTe UHTEPKAJSALUN y4aCTOK TKaHHU CIIOCOOEH Mpo-
JOJDKaTh Ae(OpMHUPOBAHHUE U MOCHIE CHATHUS BHEII-
Hell Harpy3ku. Takoe moBeneHne SMOPUOHAIBHBIX
TKaHed BHOCHT IIpUHOUIIKNAJIBHOC OTIINYUE B OIIU-
CaHHE MX PEOJIOTUYECKHX CBOWCTB IO CPaBHEHHIO
C KJIAaCCUYCCKUMHU CIUIOIIHBIMU CpE€aaMu.

B psane nccnenosanwmii (cM., HampuMep, paboThI
[2,3]) n3y4yanuce SKCHEPUMEHTAIbHO aKTHUBHBIE pe-
aKIUU dMOPHOHATBHBIX KJIETOK, 3aMylICHHbIE pac-
TSKEHUEM 3KCIJIAHTAaTOB C MOCIEAYIOIIHUM 3aKpe-
MJIEHUEM HUX B PAaCTIHYTOM COCTOSHHHU.

KoHTHHyanbHBIE MOJEIH, OMHUCHIBAIOIIHE Me-
XaHUYECKOE MOBEICHUE MIACTOB KJIETOK, MPEACTaB-
JIEHBl JTOBOJIPHO HEOONBIINM KOJHUYECTBOM paboT
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[4-7]. B pabGorax [4-0] pa3BuUTHE aKTHBHBIX Ha-
NpPSKEHUI He CBS3bIBAJIOCH C HAIpsKEHHO-Iedop-
MUPOBAaHHBIM COCTOSSHUEM TKaHU Ha KJIETOYHOM
YPOBHE, UTO MPHUBEIO K HEOOXOAMMOCTH BBEIEHUS
TOMEOCTAaTHYECKOTO HAIPSHKEHHOTO COCTOSHHS,
OIHCHIBAEMOT0 IMIUPHUIECKUM ypaBHEHHEM, KOTO-
poe He MMeeT OTYETIMBOTO (PU3UYECKOTO CMBICIIA
[4,5], unu ¢ukcHpoBaHHOT'O HAampaBJIEHUS Pa3BU-
THS aKTUBHBIX HampspKkeHuil [6]. DT HemocTaTKu
ycTpaHeHsl B pabote [7], B kKoTopoil pa3paboTaHa
KOHTHHYyaJlbHass MOJ€db, OIMCHIBAIOLIas Hamps-
XKEHHO-Ie(OPMUPOBAHHOE COCTOSHHE IIJIOCKOTO
CIIOSI AIUTENHANBHBIX KJIETOK C y4eTOM IapaMeT-
pPOB, XapaKTepHU3yIOIIUX Kak (opMy KIETOK U UX
HampsDKEHHOE COCTOSHUE, TaK M aKTHBHBIE HATPS-
KEHUs, pa3BHBaeMble KJIETKaMH INPH B3aHWMOJEi-
CTBHH MEXIy COOOM.

Mopnens, mpencraBienHas B pabote [7], mo-
3BOJIMJIA MOJYYUTh Ka4ECTBEHHOE U KOJHUYECTBEH-
HO€ ([0 MOPSJIKY OIEHUBAEMBIX B OTBITE BEIUYUH)
COTJIACOBAHUE C JKCIEPUMEHTAJbHBIMU TaHHBIMU.
B wacrtHOCTH, TpoAeMOHCTpUpOBaHa HaOIOaaB-
masics B 3KCHepuUMeHTe [2] TeHAeHUHUs IKCIIaHTa-
TOB K MPOJOJDKEHHUIO YAJIMHEHHUS TIOCIIEe IpeKpa-
IIEeHUs WX PacTsHKEHUs, HO NallbHelInee MoBeIeHne
OKCILUTAHTATOB TMOCJE CHATHUS BHEUIHEH pacTATH-
BaloOlllell Harpy3ku He Hu3ydajocb. B Hacrodmien
pabore pemaercs 3amgada o JaeGOpMHPOBAHUU
MJIOCKOTO CIIOSI 3MOPUOHAIBHOTO JIUTEIHUS, pa3-
TPYKEHHOTO TMIOCJI€ OJHOOCHOTO PACTSDKEHHS U
(UKCcalM¥ B PACTSIHYTOM COCTOSIHUM Ha Pa3JIUYHbBIC
cpoku. [Toka3zaHo, 4TO NIUTENLHOCTH MPEOBIBAHUS
(¢parMeHTa B pacTIHYyTOM COCTOSIHUU CYIIECTBEHHO
BIMSIET HA UHTEHCUBHOCTb MHIYLIUPOBAHHOTO pac-
TSDKCHHEM YIJTHHEHUS.

ITOCTAHOBKA 3AJAYU
Ob OJHOOCHOM PACTAXEHUU
KJIETOYHOT'O CJIOA

CdopmynupoBanusie B pabote [7] ob6mue ypas-
HEHHUS MCIOJb30BAJUCh NPHU PEIIEHUH 3anadu o0
OJHOOCHOM DAacTSIKEHUH CJIOsI 3MOPHOHAIbHON
TKaHu. MaTtepuanbHble CBOMCTBA paccMaTpHUBae-
MOH ABYXMEPHOM cpelbl M30TPOIHBI B INIOCKOCTH
cnos. B HayanpHBII MOMEHT BPEMEHM CIIOM 3aHU-
maer obnacts [0; L ] X [0; Ly] B CUCTEME KOOPAUHAT
Habmonarens (puc. 1).

CunTaercs, 4TO PACTSIKEHHUE MPOUCXOMAUT IO
BO3JCHCTBHEM MMOBEPXHOCTHBIX CHJI, IIPUIOKCHHBIX
B MOMEHT BpeMeHH ¢ = () K 00KOBBIM MMOBEPXHOCTSIM
x = 0u x = L, mapamnensHo ocu OX TakuM
o0pa3om, 4YTO JieBasi TpaHHIlAa CIOS OCTAaeTcs He-
MOJIBMYKHON OTHOCHUTEIBHO BBEIOPAaHHOW CHCTEMBI
koopauHat. OcTalbpHbIE TPaHUIBI HEHArPY)KCHBI.
[ToBepXHOCTHBIC CHJIBI Ha TOPILAX MOJOCH MpE.-
MOJaralTCsl HE 3aBUCANIUMHU OT KOOPJIUHATHI Y.
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YpaBHEHUsS] paBHOBECHS C YYETOM TI'DAHUYHBIX
YCIIOBUH JOMYCKalOT pelleHue, Jaroliee pacrpese-
JICHHE HANpsKEHWH BHYTPU CIO0S B BUAE Oy =
o(t), 6;, = 0,5 = 0, T.e. pacupenenenue Hamps-
KEHUN MPOCTPAHCTBEHHO OJJHOPOJHO M OCEBOE Ha-
MpSDKEHHUE OTPENeNsieTCs TPAHNYHBIMU YCIOBHIMU.
OTO HpHUBENET K TOMY, YTO BCE HEU3BECTHBHIE B
MPUBEACHHBIX HMXKE YypaBHEHHUAX (KpoMe CKOpo-
cTelt) Takxke OyayT MPOCTPAHCTBEHHO OTHOPOIIHEI,
U TeM caMbIM OYyIyT BBINIOJIHEHBI yYpaBHEHHS CO-
BMECTHOCTH CKopocTed aedopmamuu.

OcHOBHBIE YpaBHEHHUSI KOHTUHYaJbHOU MOIENU
[7], omuceIBalomieil moBeAeHNE MIOCKOTO CJIOS DIIH-
TENUaNbHBIX KJIETOK C y4eTOM aKTHUBHBIX Aedop-
MalUuil U TepeymnakoBKH KJIETOK IPU OJHOOCHOM
pAaCTSKEHUU, PUBOIATCI HHXKE 0e3 000CHOBaHUM
n oOcyxnennit. Cucrema ypaBHEHUH BKIIOYAET
KUHEMaTUYeCKU 3aKoH jaepopMupoBaHHS Bcel
cpenbl B nuddepeHiuanbHol Gopme st KOHSYHBIX
nedhopmanuii, ypaBHEHHUS, OMICHIBAIOIINE CHIIOBBIE
B3aUMOJCICTBUA B cpelle, U ONPEAEIAIOUIUE COOT-
HOIIEHHUS JJIsI Pa3IUYHbIX COCTABIAIOLIUX TEH30pa
nedbopmanuu cpeasl U TeH30pa cKopocred aedop-
MalMH, a TAKXK€ YpaBHEHUS, ONMHCHIBAIOIINE U3MeE-
HEHUS CO BPEMEHEM aKTHBHBIX HAIPSIKECHUU. YuHu-
THIBasl U30TPONHUIO ONPEAEHAIOUIUX COOTHOIIECHUN
U TO, 4YTO HpU CHOPMYIHMPOBAHHBIX TPaHUYHBIX
YCIOBHSIX BBIOpaHHasi cHCTeMa KOOpPOWUHAT SIBISI-
eTCsl TJIIaBHOM CHCTEeMOW KOOpAWMHAT TEH30pa Kile-
TOYHBIX Jedopmanuii, moHas cucTeMa ypaBHEHUU
3alHChIBAETCS B CIEAYIOIEM BHJE:

De© pe@ De© Del@
_bEr i) p =V LT iy
e=—p—t T ey =+ + e,

=09+, Gy‘+ry 0,

N P , N .

De@ |
ze 4 () _ (©)) — gl@
DT Tl(k(c v,0y7) — ),
De(@ 1 (1)
et S (c) _ (c)) — (@
pr =, kO V10—,
e = — G(t-v,1)), el = - G(t, - v,1),
Dt 1 —2¢© 1
Dt ~ N1 -2e0)1-2e0) T,
Dp, 1 —2¢(0) 1

= _—T .
Dr ~ NI -260)(1-2¢0) T,

e =¢lo) 4 g(a), g;]c) = ggle) + ggla),
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Puc. 1. Cxema 3KCHepHMEHTa: CTPEIKH IOKa3bIBAIOT
HaINpaBJCHUE PAaCTKCHHUS SKCIIAHTATA.

B paMkax mpuHATON MOCTAaHOBKH 3aJjauyd CMe-
IIaHHBIE KOMIIOHEHTHI TEH30POB PaBHBI HYJIO. TeH-
30pHBIE 0003HaYeHUsT 0e3 MHIEKCOB COXpPaHHUM 3a
OCEBBIMH KOMIIOHEHTaMHU TEH30POB (B Hampasie-
HUU OCH X), @ MUX HOPMaJibHbIE KOMIIOHEHTHI (B
HalpaBJICHUU OCH y) MOMEUEHbl HIIKHHM HHJEK-
COM Y.

31eck e U e, — KOMIIOHCHTBl TEH30pa CKOpO-
creii nedopmanmit cpenpr; e u e") — xommo-
HEHTHl TeH30pa CKopocTel nedopmanuii, ompeme-
JISEMBIX IEPEyNMaKOBKOW KJIETOK BCIEACTBHE akK-
TUBHBIX KJIETOYHBIX ABUXKEHUN (MHTEPKAJISALUN);
e® u &) KOMIIOHeHTHI TeHzopa ynpyrux aedop-
MaIui Ccpenpl, ONpeAeNsIeMbIX YOpyruMmu nedop-
MalMAMHU COCTABIAIOIIUX Cpeay KiIerok; €9 u
s@ — KOMIIOHEHTBhI TEH30pa aKTHUBHBIX nedopma-

I Cpenbl, CBA3aHHBIX C H3MEHEHUEM PasTPYKEH-
HOTO COCTOSIHHS KJIETOK 32 CUET MEePECTPOUKU IH-
TOCKeNeTa M KJIETOYHOH MeMOpaHBl; G — oceBas
(enMHCTBEHHAasl OTJWYHAs OT HYJS) KOMIIOHEHTa
TEH30pa MOJHBIX HampsoKeHuit B cpeme; 6© wu
G§C) — KOMITOHEHTHI TE€H30pa KJIETOYHBIX HaIpsiKe-
HUHI (mepegaBaeMblM B MECTaX KOHTAKTa MEXAY
COCETHUMH KJISTKaMM); T U T, — KOMIIOHCHTBI TCH-
30pa aKTUBHBIX HaHpH)I(CHI/II/I €03JaBaeMbIX COKpa-
IEHUEM JJIEMEHTOB IIUTOCKENIETa B JIAMEIIOIIO I -
sx, D/Dt — wuwkHsAa nupousBomHas Omnnpoiina,
D,/Dt — Bepxnss npouspoaHas Symana [8].

s obecnedeHusi yCIOBUS JBYXMEpPHOW He-
CKMMAE€MOCTH BCEH Cpelbl IMOJOXUM V = V| =
Vv, = 1. IIpu 5TOM HEC)KMMAEMOCTh NIPU KJIETOYHBIX
YW MHTEPKAJAIUOHHBIX NehopMalusIX OTACIbHO HE
Mpennojgaraercs.

PEINEHUE 3AIAY O CJIOE,
ITOJABEPITHYTOM HEIIPEPBIBHOMY
OJHOOCHOMY PACTAXEHUIO
C IIOCIIEAYIOINHUM CHATHUEM
BHEIIHEN HAI'PY3KU

PaCCMOTpI/IM 3agavdy 00 uU3MEHEHHU JJINHBI
(bparMeHTa TKaHH IIOCIIC CHSATHS BHEIIHCH Mexa-
HHUYECKOH HarpyskKku B 3aBHCHUMOCTH OT HOPOIOJI-
KUTECJIBbHOCTU €€ IMNPHUIIOKCHUA.

JJOTBEHKOB, LITEWUH

Pemenne oOmieii MOmenbHON 3amayd COCTOUT
W3 pelIeHnus HECKOJIbKUX 3aJ7]a4, COOTBETCTBYIOIINX
pa3IM4YHBIM 3TanaM 3KcnepuMenTa. IlepBbiil aTan —
peleHne 3ajadm O pacTsDKeHHH o0pasma BIOJb
ocu Ox c mocuenyromed Qukcanumeil ero JIHHBI
B TECUCHHE PA3JIMYIHBIX MPOMEKYTKOB BPEMCHH.

PaccmoTpum MonenpHYIO 3amady, MOCTaHOBKA
KOTOpPOW Mo3BoJisieT 0oJiee aJleKBaTHO IO CpaBHe-
HHUIO ¢ paboToit [7] omucaTh METOIMKY JKCIEpHU-
MeHTa. HeoOXoIMMOCTh COXpaHHUTHh LEIOCTHOCTH
9KCIUIAaHTAaTa HE I03BOJISIET NMPOBOIUTH MIHOBEH-
HOE pacTsKEHHE CO CIUIIKOM Oonpuioil aedopma-
nuel; Mo3TOMY 3HAYUTENbHOE YIJIMHEHHE OCTH-
raercsi HeOOJbIIMMHU MTOBTOPHBIMH CTYNEHYATBHIMHU
yAnuHEeHUsMU (Hampumep, B TedeHue 30 MUH C
WHTEpBaJlaMU 5 MHH MEXAYy yIiauHeHusmu) [2,3].
Takoe MenKocTynmeH4YaToe pacTAKEHHE E€CTECTBEH-
HO ONIMCBIBATh Kak HenpepblBHBIA npouecc. [Tocue
OKOHYAHMS PacCTsKEHUS IKCIUIAHTAT yIepKUBaeTcs
B PAacTSHYTOM COCTOSHHHU B TEUEHHE Pa3TUYHBIX
MPOMEXKYTKOB BPEMEHH.

[Iycts ¢parMeHT TKaHH C HAYAJIBHOW ITMHOU

L . noBeprHyT HENPEPBIBHOMY PACTAKEHHUIO BIOJb

ocu Ox 3a CYeT MEepeMEIICHUsS ero IPaHULbl X =

L. ¢ mOCTOSIHHOM CKOPOCTBIO U B TE4EHUE BPEMEHU

T ¢ mocnenyromiei (uKkcamueil ero IIMHBI Ha Bpe-

MeHHOM nHTepBane 7' < t < T, Ilpu 5TOoM rpaHnua
= 0 ocraercs HGHOI[BI/I)KHOI/I

B cuny mpocTpaHCTBEHHOH OJTHOPOIHOCTHU CKO-
pocteit medopmaruii I €€ 0OCEBOW KOMITOHEHTHI
HOIyYMM BbIpaxeHue: e(t) = u/(L, + uyt) mpu
t < T Ipu T <t < T, ckOpoCTb nepopmanui
paBHa HYJIIO: e(t) = 0. YCHOBHe OJTHOPOJHOCTH
CKopocTell nedopManuu BMECTE C YCIOBHUEM He-
MOJABMKHOCTU TpaHulpl x = 0 OPpUBOIUT K TOMY,
YTO OcCeBasi KOMIIOHEHTa CKOPOCTH MepeMEeLICHUS
cpenbl u ABAsSETCA (QYHKIHEH TOJIBKO KOOpPAMHA-
TBl X W BPEMCHHM, a IEPICHAMKYISIPHAs OCH u, —
TOJILKO KOOPIMHATHI ¥ M BPEMEHU. Y UNUTHIBAS TaK-
K€ OJNHOPOIHOCTh AKTHBHBIX HAIPSDKCHUH, MOTY-
4MM, YTO OTHOCHTENIbHAs npoussoanas D ,/Dt npe-
Bpallaercs B YAaCTHYIO HPOHU3BOIHYIO. YUHUTHIBAS
PaBEHCTBO HYJIIO CMEUIaHHBIX KOMIOHEHT TEH30pa

YIOPYrux nedopmanuid, MOJIYYNM 4TO
De©) ag(e)
(e)
" o + 2e©e(r).
BBenem Oe3pa3mepHBIE BETWYWHBL:
«_ O P R S
o —m—T,Z, AT —m—Tz,t —T—Z, T —T—z, k —kE,
" E
G*=Gm(T,)% E*= Ty uy=uyT,/L., e =Th,e,

rae At = T,-TalnT,- XapaKkTepHbIe BpeMeHa
pa3BUTUA COOTBCTCTBCHHO AKTHUBHOW KJIETOYHOMU
nepopmanuu (CBI3aHHOM C HEpeCTPONHKOIl BHYT-
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PEHHHX CTPYKTYp M MeMOpaHBI KIJIETKH B OTBET
Ha BHELIHEE BO3JCHCTBUE) U AKTUBHBIX HampsKe-
Hu# (c GopMupoBaHWEM, 3aKpeljeHueM H COKpa-
IIEHUEM JIaMEJIJIOIIO UM ).

[Tocne mpeoOpa3oBaHmii cuctema (1) Moxer
OBITh IpPHUBEICHA K CHCTEME TpeX YPaBHEHUH cC
TpeMs HEU3BECTHBIMH O, AT, £(©):

Jo* 1.
= —| (k" + 1) + 2e*(t") |o" +
° [Tg )+ 20°()
E_* _# c(©)
T V1 - 4(c0)2
K+ 1
- T—+ FGE - 1 +264(1) AT + B (), (2
AT 4e AT
or V1 —4(e©)? ’
aai ()1 = 26©) — G*AT".

.
3nech €*(t") =
1+u
npu T/T, <t < Tf*, roe T, - GespasmepHoe
BpemA OKOanHI/IH HpI/IHO)KeHI/Iﬂ BHeEIIHEHN CHUIJIBI,
0 IIEPKUBAIOIIEH CJIOH B PACTSIHYTOM COCTOSIHUM.

Hth <TIT, ne' =0

HauvanbsHble yciaoBus ans cucremsl (2) mpu
=0:0"=0, At" = 0, €9 = 0.

Crenyroniuii 3Tan MOXeT OBITh OMKCAH pelle-
HHEeM 3aJa4u o0 NehOpMHUPOBAHUH CIOS TPU OT-
CYTCTBHUU BHEITHUX CHJII, IPOHUCXOAAIIEM TOCIe He-
MPEPBIBHOTO PacCTsKEHUS U (PUKCAIUH €ro JIIUHBI
B TEUEHHE OIPENCICHHOTO MPOMEXYTKa BPEMEHHU.
YuauThiBasg NPpOCTPAHCTBEHHYIO OJHOPOJHOCTH CKO-
pocreit  nmepopmanmu, MOXKHO TOJIYIUTh, HYTO
e=0u/0x =dinL/dt, rne L = L(t) — munHa ciuos
B MOMEHT BpeMmeHH f. Torma cramus aegopMupo-
BaHUS Pa3TPYKEHHOTO CIOS MOXET OBITh OMHCaHA
ypaBHEHUSMH, IOJYYEHHBIMU U3 ypaBHeHUH (2)
HOJCTaHOBKOH B HUX 6" = 0 u €'(t") = dInL*/dt",
rae L™ = L/L . B pe3yabrare monyd4aercs CIeayto-
masi CHCTeMa TpeX YpPaBHEHHH [JI HaXOXKICHHS
HemsBecTHBIX L™, AT" u €©;

dinL* E* 4
_2AT S . S— O
(E =280 =~ VT—aeop
Kl e o1
e a0 3)
or* N1 -4(c0)? ’
0el© dlnL*

1 — 2e9) — G*At*,
ort ( )=
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B xadecTBe HadanbHBIX YCIOBHH M peElICHUS
cucteMsl (3) UCHOJIb3YIOTCA 3HAUYECHHS! HEU3BECTHBIX
W3 PEIICHHs 3a/1a49H (2), monydyeHHble B MOMEHT
BpEeMEHH ¢ = T . IlIpu »ToM HEOOXOAWMO Y4YH-
TBIBATh MrHOBeHHoe U3MEHEHHE YIPYrux ne(i)op-
MaHI/II/I U JIUMHBI CJI0A II0CJII€ CHIATHUA BHEIIHEHN
Harpy3ku. Cuutas ynpyrue aegopManuu B MOMEHT
CHATUA HArpy3kKku MaJlbIMHU, Ha4YaJIbHBbIC yC.]'IOBI/ISI
sanuimeMm B Bume L*=L*(")(1 - -1 (mo-

L()L

CKOJILKY TPH 3TOM JONylleHuH ———— = g(®)
L(T})

rae L(T, ") — nnuHa pparmenra, 3a¢)MKCHpOBaHHaﬂ

nocine nperaLueHI/m pactskeHus, a L — ero JumHa

nocie CHSITUSA BHELTHEH Harpy3Ku),

AT* = AT*'[* - T E(C) = (S(C) — G*/E*)lt -7
f

B xauecTBe xapaKTepHBIX BpEMEH ISl Pa3BUTHS
aKTUBHOW KJIETOYHOH aepopManmuum M aKTHUBHBIX
HampsKEHNH, OCHOBBIBASICh HA OLEHOYHBIX TaHHBIX
[3], B pabote [7] BeIOpaHbl CleAyIOIINE 3HAUCHUS:
T, = 10 mun, T, = 1 4. Moayns ymnpyrocru B
COOTBETCTBUU C pe3ylbTaTamMu padoThl [9] mpuHAT
paBubiM E = 3 klla npu tonmuue cnos 30 MKM
(B IEHCTBUTENBHOCTH, CYIIECTBEHHO TOJBKO IpO-
HW3BEJCHUE dTHUX BenuduH [7,9]).

[Ipsameie onenku mapamerpoB m, G u k Ha
OCHOBAaHHUH CYIIECTBYIOIUX JKCIEPUMEHTAIbHBIX
JIaHHBIX OTCYTCTBYIOT. OCHOBBIBAsICh Ha pe3yibTa-
Tax paboTel [7] B kayecTBe 0a30BBIX 3HAUCHUU
Oygem ucmonb3oBath m = 0,15 x[lau!, G =
1 x[Talvl, &k = 0,6 x[Ta"l.

Pacdersl mpoBOOMIKMCH NPH CIAEAYIOLIUX 3HA-
YeHUsIX MapaMeTpPOB, XapaKTEPU3YIOIHUX pa3Mep
9KCIIJIAHTaTa M OPTaHU3AIUI0 3KCIEPUMEHTa Ha
craauu pacrsokenus: L = 0,6 mm, u, = 0,96 MM-Ul,
T = 0,5 u. Ina >Tux 3HaueHUl [uHa QparMeHTa
YBEIUYUBAETCS B pe3ylbTaTe pacTskeHus Ha 80%.

Brruncnenus OblK BRITIOJTHEHBI MeTOoq0M PyH-
re-KyTTa 4yerBepTOro mnopsuka.

PE3VIJIBTATBI

PesynpTaTel  pacueToB  NpeACTaBICHB  Ha
puc. 2-4. Kaxnaplii U3 HUX AEMOHCTPUPYET 3BO-
JIOLMIO OJAHOW M3 OCHOBHBIX XapaKTEPHUCTUK CHC-
Tembl. IlpencraBnsieMblii HHTEpBal BPEMEHHU OT-
CUHUTBHIBACTCI OT MOMCHTA Ha4aJia BBITSAXCHHUSA U
BKJIFOYAET ATalbl PacTsOKeHHUS, QUKcanmuu (IIuHA
(parMeHTa HE MEHSETCSA) U TOCIEAYIOMEH IBOIIO-
OHUKU II0CJI€ CHATHUA paCTHFI/IBaIOHleI‘/'I HarpyskKu.
AHanu3upyeMmble XapaKTEPUCTHKH — 3(P(PEeKTHBHOE
aKTHBHOE Hampsikenne AT = T — T (puc. 2);
kierounas nepopmanus €, xapakTepusywoiias
n3MeHeHne (opMBl KJIETOK M paBHAs HYJIIO IMPH
BO3BpaleHuu (GOpMbl KJIETOK K HCXOJHOMY 3Ha-
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0 2 4 6 8 10
tu

Puc. 2. Dpomounst AT* = T) — T IPA PasIMIHBIX CPOKAX
npeObIBaHUS B PAcCTAHYTOM cocTostHuM: [ — T, =
40MI/IH,2—Tf= 3q,3—Tf= 5 u; Touka A
COOTBETCTBYET MOMEHTY IIpEKpallleHUs] PacTsIKESHUs,
ToukM B, C u D — MoOMeHTaM OCBOOOKIEHHUS I
COOTBETCTBYIOLICH BETBU.

g(C)
04r

0.3
0.2

0.1

0.0
2 4] 6 8 10

r 3 4
-0.1t

Puc. 3. Dpomonus KkierouHoit mepopmarmu €€ mpu
Pa3IHMYHBIX CpPOKaX TpeOBIBAHHMA B PACTAHYTOM CO-
crossHUU. O0O3HAaYEHUs Te XK€, 4TO Ha puc. 2.

yeHuto (puc. 3), u nmorapudM OTHOIIEHHS IIUHEI
DKCIIJIAaHTAaTa B TEKYIIMHA MOMEHT BPEMEHH K €ro
HavanbHOM JumHe In(L/L.) (puc. 4). Kaxnasa wus
STUX BEIWYWH TOKa3aHa s TPeX pa3HbIX BpeMeH
dbukcanuu: Tf = 40 muH, 3 u 5 u. Ha Bcex
rpadukax To4Yka A COOTBETCTBYET MpPEKpaIleHUIO
pactspkenus. JJo momenta ¢ = 40 muH (Touka B
¢ abcmuccolt, 6aM3KO#N K abcuucce TOYKH A) TO-
BEJICHUE MPECTABICHHON Ha KaXXJIOM U3 TpaduKoB
XapaKTepUCTUKH, €CTECTBEHHO, OTpPEAENIeTCs OJI-
HOM M TOU e kpuBoH; mpu t = 40 MuH (TOuKa
B) ot Hee oTmensercs BeTBb I, COOTBETCTBYIOMIAS
MOBEAECHUIO OCBOOOXIEHHOTO B 3TOT MOMEHT 3KC-
miaHrata, a npu t = 3 u (touka C) KpuBas
pacmierisiercss Ha BeTBb 2 (IKCIUIAHTAT, O0CBOOO-
JKJICHHBIM B 3TOT MOMEHT) M BEeTBb 3 (DKCIJIAHTAT,
ocBoOoxmaembli mpu ¢ = 5 q). Ilpu ¢ = 5 4,

JJOTBEHKOB, LITEWUH

In(L/L,)
0.8+

[ 2
0.6 AL 3

C D

- i
041
02
0.04 3 4 6 8 10

L4

Puc. 4. OBomrouus In(L/L,) mpu pa3nuYHBIX CPOKax
npeObIBaHMs B pacTAHYTOM cocrosiHuH. O003HaUYeHUs
Te ke, 4TO Ha puc. 2.

COOTBETCTBYIOIIEM OCBOOOXJACHHIO (TOuka D), mo-
BEJICHHE JTOH BETBH KAa4yeCTBEHHO MCHSIETCS.

MopenupoBanue HaOIIOgaeMON peakIUu dKC-
MJAHTATOB Ha pa3rpy3Ky MocCie pa3IndyHbIX CPOKOB
npeObIBaHUSA B PACTSIHYTOM COCTOSIHUU IOKa3alo,
YTO IpPU HENPOJOJKUTEIBHOM PACTSKEHUH JKC-
IUIaHTaTa (Tf = 40 MUH) B MOMEHT CHSTHS 3aKpe-
IJIEHUs aKTHBHBIE HANPSKEHHUS Pa3BUTHl CPaBHH-
TenbHO cnabo (puc. 2, Touka B), a KIETKH HMEIOT
CHJIBHO BBITSHYTYIO BJIOJIb OCH PacTsDKeHUS Gopmy
(puc. 3, Touka B). Ilocie cHATHS 3aKperieHHs
KJIETKH IIOCTEIIEHHO BO3BpAalIalOTCA K TIEepBOHA-
YajgbpHOW u30TpomnHOM Qopme (¢ crpemmrcs K
HYJII0) B Pe€3ynbTaTe MPONOKAIOIIUXCA HHTEpPKa-
IAMNOHHBIX nedhopmanmit (puc. 3, BerBb /). B
TEYEHHE ATOT'0 BPEMEHH MPOUCXOIUT 3HAUYUTEIbHOE
YMEHbIIEHHE AaKTUBHBIX HamNpsDKeHwi (puc. 2,
BETBb /) M 3aTyXaHHE IIpoliecca IepeynakOBKHU
kinerok. Ilocne cHATHS 3akperyieHHus MPOUCXOTUT
MTHOBEHHOE YMEHbIICHHE JJIMHBI ()parMeHTa B pe-
3yJAbTaT€ MTHOBEHHOTO YMEHBUIEHUS OCEBOU YII-
pyroii nebopMauuu C MOCACAYIOIINM HE3HAUUTEIb-
HBIM pOCTOM ANHHBI cnos (puc. 4, BerBp /). Ilpn
emie OOJIbIIEM YMEHBIIEHUN BPEMEHHU IPHIOKEHUS
BHEIIHEW HArpy3KW MJIMHA CIOS BO3Bpamjaercd K
MPaKTHYECKH TMEPBOHAYATBHOMY 3HAYECHHIO.

[Ipu Gonee nnutensHOM NpeObIBaHUU 0Opa3ua
B pactiaHyToM coctostHuu (T, = 3 4) B MOMEHT
CHSITHUSA 3aKPEIJICHUS] AKTUBHBIE HANIPSDKEHUS MOTYT
JIOCTATAaTh KaK OONBIIMX 3HAYEHHWH, TaK W TpPH-
ONM3UTENBHO TAaKUX JK€, YTO W B IMpPEIbIAYyIIEM
cioydae (puc. 2, touka C). OgHako, B OTIHYHE OT
HEero, KJIeTo4YHble AehopMali OKa3bIBalOTCS 3Ha-
YUTENBHO MEeHBIIUMU (puc. 3, Touka C) Gmarogaps
pa3BHUBIIEHCS WHTEPKAISIIUOHHON aedopMaiui.
JanpHelinee pa3BUTHE HHTEPKAISALUUA NPUBOIUT
B OCHOBHOM HE€ K BO3pallleHHuI0 (GOpMBI KIETOK K
MepBOHAYAIBHON M30TPOMHON GopMe, a K yBENH-
YEHUIO [JIMHBl JKCIlaHTata (puc. 4, BETBb 2).
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MATEMATHUYECKOE MOAEJIMPOBAHUE

Cpa3y mocie CHSTHS 3aKpervieHUs MPOUCXOAUT
MTHOBEHHOE HE3HAUYNTEIIFHOE YBEITMUECHUE JTHHBI
o0pa3sma B pe3yibTaTe TOTO, YTO K MOMEHTY CHATHS
3aKpEIUICHUST WHTEPKAIAIUNA TPHUBOIIT K BO3HHK-
HOBCHHIO B HEM CKHMAIOIIETO OCEBOTO HaIpPsIKe-
Hug (6 < 0).

ITocne npeObiBaHUS COSI B HarpyXEHHOM CO-
CTOSIHMH B TeYeHHe T, = 5 4 aKTUBHBIC HATIPSDKCHUS
(a TeM caMbIM CKOPOCTh MHTEPKAJSIHOHHBIX Jie-
¢bopmManuii ¥ W3MEHEHHE AJIWHBI (parMeHTa) 3a-
TyxatoT (puc. 2 u 4, BerBp 3). OueHb HE3HAYM-
TeJIbHOE yBEIMYEHHUE JIMHBI cI0si oOecreunBaeTcs
BO3BpalleHueM (OpPMBI KIETOK OT CXKAaTOW BHOJb
ocu pacrsukenus () < 0) x mzorponHoit (puc. 3,
BeTBb 3). CxxaTwe KJIETOK BIOJb OCH PACTSHKEHHS
ABJISIETCS PE3yAbTaTOM PEaKIUU TUMEPBOCCTaAHOB-
nenus [10], obcyxnaemoii 6oJsiee monapoOHO B pa-
6ote [7].

3AKJIIOYEHUE

PesynbraTel peuieHuss MOJEIbHOW 3amayd je-
MOHCTPHUPYIOT OTJIUYHUE PEOJOTHYECKUX CBOUCTB
SMOpPHOHANBHOTO JMHUTENUS OT TPaJULIHOHHBIX
CILIOLIHBIX Cpell, 3aKJIoyarolieecs B NPOAOKEHUE
nehopMUPOBAHUS TKAHU MPH OTCYTCTBUH BHEITHUX
cuil. IIpuynHON TaKOro OTIAWYHUS SABISIOTCS aK-
TUBHBIE KJIETOYHBIE PEAKLIMU, BO3HUKAIOIINE B OT-
BET Ha MeXaHW4YeCKOe BO3IEHCTBHUE.

3aHYH_ICHHBIe Ha CTauu pacCTsaXKCHHUA aKTUBHBIC
HaNpsOKCHUA COXPAaHAIOTCA Ha IMPOTAXKEHUU HEKO-
TOPOTO0 BPEMCHU MU IIOCIIC NPEKpallCHUA MEXaHH-
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YECKOT0 BO3AEHCTBUA Ha OSKCIUIAHTAT. OJTO MpH-
BOJHUT K NOAAEPKAHUIO OTIMYHON OT HYNS CKO-
POCTH HMHTEpPKAJLHUOHHBIX Aepopmanuii, mpHUBO-
JIed K NPOJOJIKEHHUIO 3aTyXaroUlero U3MEHEHUs
JJIMHBL PacCTAHYTOTO (bparMeHTa IMOCJII€ CHATUA
BHEIIHeW Harpy3ku. lloBegerme ocBOOOKIEHHOTO
OT pacCTATUBAOIIETO BOSHCﬁCTBHH OKCIJIaHTaTa Cy-
IIECTBEHHO 3aBHCUT OT BpEMEHHU NpeObIBaHUS TKa-
HU B PAaCTAHYTOM COCTOSAHHMH.

PaGora BEIMONHeHa mpu (UHAHCOBOW TMMOJ-
nepxke Poccmiickoro ¢onma ¢yHmaMEHTAIBHBIX
uccnenoBanuit (mpoekt Ne 14-01-00475).

CIITMCOK JIMTEPATVYPLI

1. L. A. Davidson, S. D. Joshi, H. Y. Kim, et al., J.
Biomech. 43 (1), 63 (2010).

2. H. H. Jlyuunckas, JI. B. bBeroyco u A. A. llreiin,
Omntorenes 28 (2), 106 (1997).

3. L. V. Beloussov, N. N. Louchinskaia, and A. A. Stein,
Dev. Gen. Evol. 210, 92 (2000).

4. L. A. Taber, Biomech. Model. Mechanobiol. 7 (6), 427
(2008).

5. L. A. Taber, Phil. Trans. R. Soc. A 367, 3555 (2009).

6. P. Ciarletta, M. Amar, and M. Labouesse, Phil. Trans.
R. Soc. A 367, 3379 (2009).

7. JI. B. Benoycos, C. A. JlorenkoB u A. A. Illreiin,
Hss. PAH. MXT 1, 3 (2015).

8. JI. U. CenoB, Beedenue 6 Mexanuxy CHIOWHOU CpPedbl
(®uz.-mar. aut., M., 1962).

9. A. N. Mansurov, A. A. Stein, and L. V. Beloussov,
Biomech. Model. Mechanobiol. 11 (8) 1123 (2012).

10. L. V. Beloussov, Phys. Biology. 5 (1) 015009 (2008).

Mathematical Modeling of the Stretching-induced Elongation
of an Embryonic Epithelium Layer in the Absence of External Load

S.A. Logvenkov* and A.A. Stein**

*Department of Higher M athematics, National Research University “Higher S chool of Economics”,
ul. M yasnitskaya 20, M oscow, 101000 Russia

**[nstitute of M echanics, Lomonosov M oscow State University, M ichurinsky prosp. 1, M oscow, 117899 Russia

A clue to understanding the deformation of a plane embryonic epithelium layer unloaded after a
short time uniaxial stretch and fixation in a stretched state over different time periods is found.
The first steps in the understanding of this process come from the knowledge about the uniform
stretching of the tissue fragment (explantate) with the subsequent stretching at a fixed length. In
this study we used the earlier developed continuum model that describes the stress-strain state of
the epithelial tissue taking into account the parameters that characterize the shape of the cells and
their stress state, and also the active stresses they exert when interact with one another. The
experimentally observed continuation of deformation of the stretched tissue after the cessation of
action of the external force is described theoretically as a result of active cell reactions to the
mechanical stress. The strong effect of the duration of explantate fixation on its further elongation

and the cell activity pattern is demonstrated.

Key words: cellular systems, active media, embryonic epithelium

BUO®U3UKA Tom 60 BeII. 6 2015




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /All
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.5
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJDFFile false
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveEPSInfo true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages true
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile ()
  /PDFXOutputCondition ()
  /PDFXRegistryName (http://www.color.org)
  /PDFXTrapped /Unknown

  /Description <<
    /FRA <>
    /JPN <FEFF3053306e8a2d5b9a306f30019ad889e350cf5ea6753b50cf3092542b308000200050004400460020658766f830924f5c62103059308b3068304d306b4f7f75283057307e30593002537052376642306e753b8cea3092670059279650306b4fdd306430533068304c3067304d307e305930023053306e8a2d5b9a30674f5c62103057305f00200050004400460020658766f8306f0020004100630072006f0062006100740020304a30883073002000520065006100640065007200200035002e003000204ee5964d30678868793a3067304d307e30593002>
    /DEU <>
    /PTB <>
    /DAN <>
    /NLD <>
    /ESP <>
    /SUO <>
    /ITA <>
    /NOR <>
    /SVE <>
    /ENU <>
  >>
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [612.000 792.000]
>> setpagedevice


