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[Ipemoxkena o0mas KOHTHHYaJdbHAs MOJEIb CPEIbl, COCTABICHHON MEXaHWYECKH aKTUBHBIMH KJICT-
kamu. Cpema cuuraercss cocrosmieil m3 Tpex ¢a3 — COOCTBEHHO KIETOK, BHEKJIETOYHOU KUAKOCTU
W JOTOJTHUTENBHOU (Da30#i, oTBeuaromeld 3a aKTHUBHOE CHJIOBOE B3aUMOJCHCTBUE MEXKIY KIETKaMH,
KOTOpasi, B YaCTHOCTH, MOJXET COOTBETCTBOBATH CHUCTEME MPOTPY3UH, 00CCIICUYNBAIOIIUX PA3BUTHE
AKTHBHBIX CTATHBAIOMINX ycuiui. Jlepopmanus cpeasl, OTOXKACCTBIsIeMas ¢ AeopManueid KIeTOYHON
($a3pl, COCTOMT M3 ABYX COCTABISIONIUX: YNpPyrod negopMamuu OTIENbHBIX KJIETOK M KJIETOYHBIX
MepeymnakoBok. Ympyras nehopMaius cCBsi3aHAa C HaNpsDKEHHEM B KieTowyHo# ¢asze. Illaposas
COCTABIISIOMAsi TEH30pa HAINPSHKCHWH ONUCHIBACT HEIWHEHHOE CONMPOTHUBICHHE KIETOYHOW (hassl,
obecrieunBarolee HEBO3MOXKHOCTh €€ CIHMIIKOM OOJBIIOTO CKATHS. YPaBHCHHEC COCTOSHHS IS
JABJICHHUS B KJIETOYHOH (ha3e MPUHATO B BUIC HEIMHCHHON 3aBHCHMOCTH OT 00BEMHOU IIOTHOCTHU
kierok. IlepeymakoBka KIETOK paccMaTpHBAaeTcs KaK TEUEHHE, YIPaBIIeMOE HAIMPSHKCHUSIMH B
KJICTOYHOU (pa3e, aKTUBHBIMH HANPSDKCHUSIMHU U JaBJICHUEM KHUAKOCTU. TEeH30p aKTUBHBIX HATIPSIKCHUN
M0JIaraeTcsl MAapoOBbIM KU HEJNOKaJIbHO 3aBUCAILIMM OT IUIOTHOCTH KJETOK. B mpenmonoxeHuun men-
JEHHOCTHU Tpoliecca AeGopMHUpOBaHUS OMOJIOTHYECKON TKaHW TMOJydeHa peaylHHUpOBaHHAS MOIEIb,
B KOTOpOW mpeHeOperaercs ynpyruMu nedhopManusMu KIETOK MO CPaBHEHHIO C HEYNPYTUMHU.
IIpoBeneH AMCHEPCHOHHBIN aHaIU3 YCTOWYMBOCTH MPOCTPAHCTBEHHO-OJHOPOJHOTO CTAallMOHAPHOIO
pemerns. Cpean mapaMeTpoB, OTBEYAIOIIMX 3a MOTEPI0 YCTOMYMBOCTH, MPUCYTCTBYET THIIPOCTATH-
YecKOe JaBJIEHUE >KUJKOCTH, BO3pAaCTaHUE KOTOPOTO MPHUBOJIUT K HEYCTOWYHMBOCTHU 3a CYET COCTaB-
JSFOMICH CHITBI MeXK(Pa3HOTO B3aHMMOACHCTBUS, OOYCIOBICHHON STUM JaBiieHHeM. [loydeHHass MOAETh
HCIOJIB3YEeTCsl JJIsI OMHUCAHUs Tpollecca 0O0pa30BaHMUS MOJOCTH B NMEPBOHAYAIBHO OJHOPOTHOM Kile-
TouyHOM cepoune. Mccnenorana poss JOKAIbHOTO U HETOKAJILHOIO MEXaHU3MOB Pa3BUTHUS aKTHBHBIX

HanpspkeHUH npu GOPMUPOBAHHUH ITOJIOCTH.

Knrwouesvle cnosa: xiemoumvie cucmemsl, aKnmueHbsvle cpedbz, buonocuyeckoe (])opMooﬁpaweaHue.

[IposiBneHus paznIU4YHBIX MEXaHU3MOB KJIETOY-
HOW aKTUBHOCTH B TKaHSAX JXKUBOTHBIX M UYEIOBEKa
HEpa3pbIBHO CBS3aHbl C Pa3BUTHEM B HUX MeXa-
HUYECKUX HANpsKeHU. M exaHuYecKHue CUIIbl, BO3-
HUKAIOIIUE B MpOIECCe pa3BUTHUS, MOTYT IPUBO-
JIUTH K MEPEyNaKOBKE KIETOK U UX HallpaBIECHHOMY
JIBWKEHNIO. Ba)XHy0 pojp B OpraHu3aluud Kie-
TOYHBIX JIBUXKEHUH HUTparoT aKTUBHBIE MeXaHHU4Ye-
CKUE€ MEXKJIETOYHBIC B3aUMOJICHCTBHSA, CBSI3aHHBIC
C pa3pylleHHEeM OJHUX U (OPMHUPOBAHUEM JPYTHX
MEXKKJIETOYHBIX KOHTAKTOB, YTO ITO3BOJISAET KJIET-
KaM IepeMelaThca 0JHa OTHOCUTEIBHO IPYrou u
oOMeHHBAThCS cocemsiMU. Takue mepecTpoiku Mo-
IyT CONPOBOXAATHCS (POPMUpPOBAHHEM Pa3HOTO
poJla KJIETOYHBIX BHIPOCTOB (IIPOTPY3Hii), CIOCOO-
HBIX 3aKPEILISATHCS HAa MMOBEPXHOCTH COCEIHUX KJle-

TOK W pa3BUBATb COKPATHUTCIBbHBIC YCUIINA BCIICH-
CTBHC AaKTHUBHOCTH IIMTOCKCIICTA.

B3aumMubie mepeMenieHus KIETOK HUIPAlOT Cy-
MIECTBEHHYIO pPOJb B (GOPMHPOBAHWUU TKaHEH U
OpraHoB Ha paHHEH cTaauu dMOPMOHATBLHOTO Pas-
BUTHUS U B NIEPErPyNIUPOBKE KIETOK B KJIETOYHBIX
iacrtax B OTBET Ha Pa3BUTHE AKTUBHBIX HaMps-
s)keHuil. HanpaBiieHHbIE KIIETOUHBIE ABUXKEHUS dM-
OpHOHANBHBIX KJIETOK, WHAYIMUPOBAHHBIC AKTHB-
HBIMHU B3aUMOJEHCTBUSAMU, NMPUBOASAT K OpraHu3a-
LUU CTPYKTYpP, KOTOpbIE B JAJIbHEMIIEM pa3BUBa-
IOTCA B TKaHU U OPraHbl. AKTHUBHBIC B3aHMOJICH-
CTBUSI KJIETOK C BHEKJIETOUHBIMU CTPYKTYpaMH OT-
BEYAIOT 3a CTa0MJIBHOCTH M BO B3pPOCIOM OpTra-
HU3ME, KOHTPOJUPYS KIETOYHYIO MOJABUKHOCTh B
BOCCTAHOBUTEJIBHBIX TpOIleccax, a TakKe MpHu3Ha-
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Hbl OJAHHUM H3 (I)aKTOpOB WHBasu MW METacCTa3u-
POBaHHUA OITYXOJIEBBIX KIICTOK.

MakpoCKONIMYECKOe OMHCAHWE TaKHX Cpex, a
TaKk)K€ aHalu3 TMpeAnojaraeMblX MEXaHHU3MOB,
YOPaBISIOMMX OpraHu3allMed Ha HaJIKJIECTOYHOM
YPOBHE KJIETOUYHBIMU ABUKEHUSIMH, MPUBOASAIIUX
K Ononormueckomy ¢GpopmMooOpa3oBaHUIO, TPeOyeT
NPUBJIEUEHNS] MAaTEMAaTUUECKUX MOJENEH, aaeKBaT-
HO YYWTHIBAIOIIMX AKTHBHBIE MEXaHHUYECKHE MPO-
LECCBl B CHCTEMAaxX, COCTOSIIMX W3 MHOTHUX B3aH-
MOJEHCTBYIOMINX KieToK. CyIiecTByIomne MmoIxo-
Il K KOHTHHYaJbHOMY MOJENHPOBAHUIO HBOJIO-
[IUH KJIETOYHBIX CUCTEM, YUYUTHIBAIOIINE Pa3IUYHbIE
MEXaHU3Mbl MEXKKJIETOUHBIX B3aUMOJECUCTBUI Kak
BHYTPU OJHOM KJIETOYHOHN MOMYJSIUM, TaK U Me-
KOy KJIeTKaMM Pas3iINu4HBIX THUIOB, a TaKKE B3au-
MOJIEHCTBHE MEXAY KIETKaMH W BHEKJIETOYHBIM
MaTpPUKCOM MOXHO YCIOBHO pa3JeluTh Ha He-
CKOJIBKO Tpymnn (6oJiee moyiHBIE 0030pBI CyIIECT-
BYIOIIUX MOJENEHd MOKHO HalTH B LUTHUPYEMBIX
HIKE paborax).

K nepBoil U3 HUX MOXKHO OTHECTH MaTEMaTH-
YeCKHe MOJEIH, MOCTYIUPYIoNIne ypaBHEHUs nud-
(hy3noHHOTO THIA [ 0OBEMHBIX TUIOTHOCTEH pas-
JUYHBIX CTPYKTYpPHBIX KOMmoHeHTOB [l-4]. Ilpm
3ToM TU(PGHY3UOHHBIE TTOTOKH OIPEHEISIIOTCS dM-
MUPUUECKUMH COOTHONICHUSIMH, YINUTHIBAIOITUMHU
BO3MOKHBIE MEXaHU3Mbl B3aUMOJICUCTBHUS. Y UUTHI-
BAIOTCA Pa3MUUYMS CHIJIBI aJITe3UU KIETOK BHYTPH
OJHOM MOMYyJSIUUU U KIJIETOK Pa3HBIX MOMYISLUH,
a Takxe 3P(PEKThl HEIOKAITHLHOTO B3aMMOCHCTBHS
MeXIy kiaeTkamu. OIHAKO 3TH MOTOKH BEIIECTBA
HHUKAK HE CBSI3aHbl C TUHAMUYECKUMH XapaKTepH-
CTUKaMU cpefsbl, a dpdexTam B3auMoIeHCTBHS Kile-
TOK Ha PACCTOSIHUSIX, 3HAUUTENBHO MPEBBIIAIOIINX
KJIETOYHBIE pa3Mepbl, HE BCErja IOCTaBJEHBI B
COOTBETCTBUEC SICHBIC (DU3MYCCKHE MEXaHU3MEIL.

IIpu co3maHuM Opyrod rpynmnel MOJAEIEH HC-
HOJB3YIOTCA METOABl MEXaHHKH MHOTO(a3HbIX
cpex. Mogenu BkiIo4alT B ce0s ypaBHeHus Oa-
JaHCa Macchl IS KJIETOK U KOHBEKIUU-IU(PPy3un
MUTAaTEIBLHBIX BeEmecTB [5,6]. YuuTwsiBaeTcs mpu-
CyTCTBHE HECKOJBKUX TBEPIABIX (a3 (KJIETKH U MaT-
PHUKC) M MEXaHHUYECKHE B3aUMOJECHUCTBUS MEXIY
Humu [5,7,8]. OgHako npu onucaHuu MexdasHbIX
B3aUMOJICMCTBUN aBTOPHl OTPAHUYMBAIOTCI CHIION
BsI3koro TpeHus. OCHOBHOE BHUMaHUE YJIENSIETCS
OINPENCHAOIUM COOTHOUIEHUSIM, YYUTHIBAKOLIIUM
HEIMHEMHbIE YINpPYrue CBOWCTBA Cpelbl, Iepeylna-
KOBKY KJIETOK M pOCTOBBIE Ipoueccel. IIpu atom
MepeynakoBKa KIJIETOK PacCMaTpPUBAETCS KaK BSI3-
KO€ TE€YEHHUE NMPH YYACTUU TOJIBKO MACCHUBHBIX Me-
XaHUYECKUX HaNpPSIKCHUH.

BxiroueHne COKpaTUTENbHBIX 3JIEMEHTOB B KJle-
TOYHYI0 a3y MO3BOJIIO YYECTh BJIMSIHHUEC aKTHB-
HBIX HANpsDKEHUH, CO31aBa€MbIX CAMMMHM KJETKa-
MM, Ha IpOLECC KJIETOYHBIX NepeynakoBok. Ilpu

JJOTBEHKOB, IITEWH

3TOM THOCTYJIMpPOBajach HEMOHOTOHHAas 3aBUCH-
MOCTbH NIaBJICHHS B (paze OT 00BEMHOW TIOTHOCTH
kierok [9,10]. Takas 3aBUCHMOCTH OIIHMCHIBAET
TIPUTSAKEHUE» KIETOK MPHU MaJIbIX KOHIIEHTPaIUAX
W WX YIpyroe pacTaJKHBaHHE, KOTJa KOHIIEHTpa-
UM BENWKU. B OmNpenensiomux COOTHOUIEHHUSX,
UCIOJIb3yeMbIX B paborax [11-14], Beiaensinucey 3¢-
(eKTUBHBIE HANPSDKEHUS, XapaKTepU3ylolue B3au-
MOJEHCTBHUS MEXKIy dacTULamMu B ¢as3e u nepexaa-
BaeMble Uepe3 MOBEPXHOCTU KOHTakTa. Takue Ha-
HPSKEHHUS] XapaKTepU3YyIOT HAIpPSKEHHOE COCTOs-
HHE B TEOPUH TIOPUCTHIX CPeJ U JOJKHBI BKIIOYATH
B ce0s Kak HampspKeHHe B caMoil ¢asze, Tak u
Bo3eicTBue Apyrux ¢az. [Ipu 3ToM yduTsIBaroOTCA
AKTUBHBIE B3aUMOJIEHCTBUS MEXAY PpPa3IMYHBIMHU
CTPYKTYPHBIMH COCTaBJISIOMUM ((pazamMu) cpelnsbl.
Takoe omucaHue TakXe MOTPEOOBANO HCIOJIB30-
BaHMS HEMOHOTOHHOM 3aBUCUMOCTH (a30BOTO JaB-
JIeHUs OT BEIWYHUH, XapaKTEepPU3YIOIINX COCTaB Cpe-
nel. HenoxanbHOCTh cui Mex(a3HOro B3aUMOIEH-
CTBHSI YUYUTHIBAJIACH NIPU MOCTPOECHUN KOHTHHYaJb-
HBIX Mojenei B paborax [15,16]

MogenupoBaHue MOBEACHUS KIETOYHBIX CHC-
TEeM C HCIIOJIb30BAaHHEM MOJENel THUMa KIEeTOYHBIX
MO3auK, B KOTOPHIX JAeQopMaIii 1 IepeynaKkoBKu
KJIETOK PACCMaTPUBAIOTCS KaK CIlydalHbIN poLecce
MEPECTaHOBKM A4YEEK, COCTABISIOUIUX KIETKH, Ha-
MpaBJICHHBI HA MUHUMHU3ALHUIO SHEPTUU CUCTEMBI,
U KOHEYHO-IJIEMEHTHBIX MOJENEH pacCMOTPEHBI B
0030pHO# pabote [17]. CymecTBeHHBIM HEIOCTaT-
KOM MOJeNel KIETOYHBIX MO3aMK SIBISETCS HEBO3-
MOKHOCTH CTaBHUTH 33aJa4d C YYETOM TPaHUUIHBIX
YCIIOBUH Ha MEepeMenIeHns W HaIpsDKEHUS, TaK Kak
CHUJIOBBIE B3aMMOJEHCTBHUS YYUTHIBAIOTCS TOJBKO
yepe3 M3MEHEHUE DHEpPTHuu CHUCTeMbl. B KoHedHOo-
3JE€MEHTHBIX Mojensax (6e3 HamucaHus KOHTHUHY-
aJIbHBIX COOTHOIIEHMI) MeperpynmnupoBKa KIETOK
CBSI3BIBAETCA HCKJIIOYUTEIBHO C IOBEPXHOCTHBIM
HaTSKEHUEM M M3MEHEHHMEM IUIOIAaAu KOHTaKTa
MEXIYy COCEIHHMH KIeTKaMH. TakoMy TUIy Kile-
TOYHBIX B3aMMOJECHCTBUH HE BCErJa MOXHO CO-
NOCTaBUTh (U3NUYECKU SICHBIM MeXaHU3M, TOria
KaK HECOMHEHHO CYIIECTBEHHBIE MEXaHH3MBI MeEX-
KJIETOYHBIX B3aUMOJEHCTBUN HE pacCMaTPUBAIOTCH.

Ha ocHoBaHWH pa3BUTOTO0 HaAaMH OOMIEro IOJ-
X0Ja K KOHTHHYaJIbHOMY MOJCITHPOBAHUIO MeXa-
HUYECKN aKTHMBHBIX KJIETOYHBIX cucTeM [18] Onlia
paspaboTaHa KOHTHHYyaJbHas MOJCIH IEPECTPOM-
KU IMOpPHOHAIBHBIX IMUTEIHANBHBIX TKaHen [19],
paccMmaTpuBaromias JeGOpMUPOBAHUE JIBYMEPHOU
KJIETOYHOU cpelbl (3MUTENNANBHOTO IJIACTA) C y4de-
TOM AaKTHBHBIX HamOpsDKEHUM, pa3BUBAEMBIX MpPU
MEXKKJICTOUHBIX B3aUMOJCHCTBUSAX, U ABYX Pa3HBIX
TuoB aepopmanuii — 3a cueT nedopMaInnii KIETOK
U UX B3aUMHOro nepememenusa. Monens [19] oT-
JIUYaeTcs OT JPYTHX IMOMBITOK MOIEIHPOBAHUS
aKTUBHBIX KJIETOYHBLIX CHCTEM COUYETaHHEM IOCJIe-
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JOBaTEIbHOM peaju3allud METOJA0B MEXaHUKHU
CIUTONTHOW Cpeanl C SBHBIM YYETOM OCPETHECHHBIX
KAHEMAaTHYeCKUX U JUHAMHYECKUX IMapaMeTpoB Ha
KJICTOYHOM ypoBHe. B npeminaraemoii pabote npen-
cTaBjaeHO 0000IIeHUE 3TOW MOJENM Ha Tpexmep-
HBII Clydail ¢ y4eTOM MPHUCYTCTBUS XHIKOHU (a3bl
(BHEKJIETOUHOHM XuIKOCTH). Takas MoIenb MOXET
OBITH HUCIIOJIB30BAHA IS U3YyYCHUS PA3JIUYHBIX CIIO-
COOHBIX K MEPECTPOMKE KICTOUHBIX CUCTEM, BKIIIO-
yasi SMOpHOHAIPHBIE ME3EHXUMBI, TKAHH OITyXOJIer
ME3EHXMMHOI'0 THIAa M KyJIbTypbl KjeTok. Pac-
CMOTpEeHa BO3MOJKHOCTH HCHOJB30BAaHUS MOJETH
MpU  OMWCAaHWHU TMPoIeccoB ¢GopMooOpa3oBaHUS,
CBSI3aHHBIX C NOTEPEH YCTOMYHUBOCTHU OJHOPOJIHOTO
cocToaHusA. Mogenupyercs mnpoiecc oOpa3oBaHUsA
MOJIOCTH B NMEPBOHAYAJIbHO OJHOPOJHOM KJIETOY-
HOM cdepouse.

OBIIIAA KOHTUHVYAJIbBHAA MOJIEJIb

Knerounas cucrema paccmaTpuBaercs Kak
TpexdaszHas CIJIONIHAS Cpela, COCTOSMmas U3 KHUI-
Koi (a3el (BHEKJIETOYHOW >XKHAKOCTH) M KIETOK,
MOJECIUPYEMBIX COOCTBEHHO KJIETOYHOW (a3oi u
JOTIOTHUTENFHOW (ha30¥, oTBEHAOMIEH 3a HE3aBHU-
CHUMO YIPaBJISIEMOE aKTUBHOE CHJIOBOE B3aUMO/IEM-
CTBHE MEXKJIy KieTkamu. B uactHocTH, 3Ta (asa
MOET COOTBETCTBOBAThH CHUCTEME MPOTPY3UH, 3a-
KPEIUISIONMUXCS Ha COCENHUX KIEeTKax M obecre-
YUBAIOIIUX PA3BUTUEC AKTUBHBIX CTSITUBAIOUIUX YCU-
nuii. CuuTaercs, 4To KIETKH 00pa3ymT CBA3HYIO
cpely HMOCPENCTBOM KOHTAKTOB MEXIY HMMU, KO-
TOpBIE, OJHAKO, MOTYT MEPECTPauBaThCi C Iepe-
YIaKOBKOW KJIETOK, MOTYIIUX MEHSATH CBOUX CO-
ceneit. Ilpenmomaraercs, 9T0 00HEMOM JOTIOJTHH-
TeTbHOU (a3l MOKHO MpeHedpeub. J{Jst onucaHus
nedopMaluii U TepeMeIleHU BBEAEM aHATOMUYE-
CKHU TIPUBSA3AHHYIO CHCTEMY KOOPJMHAT HaOII0J]1a-
TeNsl, OTHOCHTEIBHO KOTOPOW OyAyT HAIUCAHBI
BCE MOCHEAYIONHE YPaBHEHUS.

Byaem cuuTaTh, 4TO B cpelie OTCYTCTBYIOT KJe-
TOYHBIE JEJICHUs, TMOenb KIEeTOK M MaccoOOMeH
MEXIy KIETOYHOW M kuakoil dazamu. Kierku, us
KOTOPBIX COCTaBlIeHa KJIeTOuYHas (a3a, CYUTAIOTCS
cnabo cxumaeMmbiMu. [lostomy, mpenebperas us-
MEHEHHEM OOBEMHOW MO KIIETOK 3a CYET H3Me-
HEHMS UX UCTUHHOW INIOTHOCTH, KOTOpas CyuUTa-
€TCsl COBIAAAIOIEH ¢ ICTUHHOW IIOTHOCTBIO JKH]I-
KOCTH, YpaBHEHHs] HEpa3pbIBHOCTH Uil (a3 mpu-
MEM B CIEIyIOLIEM BHUJE:

(1 —n) (D
ot

on +V((1 - n)w) = 0.

5 + V(nv) =0,

3mecy n (0 < 1 < n) — o0ObeMHAsT MIOTHOCTH

KJIETOK, V — CKOpPOCTh KieTouHou ¢aspl, w —
CKOPOCTH >KHJKOCTH.
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Hedopmamust cpenpl, OTOXIeCTBIseMas C Je-
dhopmanumeir kimeTodHoW (aspl, COCTOMT W3 ABYX
cocTaBIAOMUX. Bo-TiepBHIX, cpena neopMupyercs
u3-3a nepopMUPOBAaHUS OTACITBHBIX KJIETOK. Bo-
BTOPBIX, OTHOCHUTENbHBIE MIEPEMEIIEHUS KIIETOK MO-
CyT TaKXE MPUBOJUTH K NedhopMaluu, MPUUYEM K
WU3MEHEHUIO He TOJBKO MPOMOPLHUHA, HO U pa3MePOB
YacTULBl Cpedbl (Jaxke B OTCYTCTBUE KIETOUYHBIX
JIeJIeHU) 3a cYeT NPUTOKAa WM BBIIABIUBAHUS
KUJIKOCTU. B nmepopmammu oTHETBHOW KIETKH
MOJKHO BBIJICTUTH JIBE COCTABISIOIINE — YIPYTYIO,
MTHOBEHHO cOpachIiBaeMylo, €CIIM JICHCTBYIOIIEE Ha
KJIETKY YCWJINE CHHMAeTCi, U HEeynpyrylo (aKTHB-
Hy0) nedhopmaruio (GOUTTOBCKOTO THIA, OMpeEae-
JSIeMYI0 aKTUBHOCTBIO IIUTOCKENEeTa M MepecTpoii-
Ko kieTouHblXx MeMOpan [19]. [Ipenmonaras, 4To
OTIMChIBaE€MbIE HHUXKE MPOILIECCHl pPa3BHUBAIOTCA Ha
00NBIIMX BPEMEHHBIX MaciiTabax, OyJaeM CYMTATh,
YTO B KaXJOM HANpPSKEHHOM COCTOSHHH 3Ta IIO-
ClenHss YK€ YCTaHOBHUJIACh, YTO MO3BOJISET jaajee
paccMaTpHBaTh BCIO KJIETOUHYIO AehOopMaIuio Kak
apdexturHO ympyryr. Torjga TeH30p ckopocrel
nepopMaluy KIETOYHOW (a3bl € MOXKHO MpeacTa-
BUTH B BUJIC€ CYMMBI ABYX COCTABJISIOUIUX: KIETOY-
HOHM, CBSA3aHHOW C «ympyroii» nepopmanueid Kie-
TOK, W CYHIECTBEHHO HEYNPYroH, CBA3aHHOW C WX
nepeynakoBkoi [19]. Kunemarnueckoe cooTHomIe-
HHE, OIIpefensionmee 3akoH aAeQopMHUpPOBAHHS B
nuddepentmanbaoit hopme [20], MOXKHO MOIYIHUTH
B CIIENyIONEM BUJIE:

e~-=DLE;)+e(-r)=l(V-v.+V.v-) @
i~ Dt yo TN T Yt
Dil(je)—di(j@+8(e)Vvk+ae)Vvk
Dt dt Tk Joi
3nmech €lf) — TeH30p YMPYrHX KICTOUHBIX Je-
dopmannii, ef) — TeHsop ckopocTeil KIETOUHBIX

nepopmanuii, KOTopsie OyaeM CBI3bIBATH C Tepe-
YIaKOBKOUW KIIETOK.

Jns TeH3opa HANPSHKCHHH B Cpele B LEIOM
T OyneM mpeamnonarath BEIIIOJTHEHUE COOTHOIIICHUS

TV = —(1 — n)pg¥ + no' + i,

rje p — NaBIEHUE KUIKOCTH, TEH30p O) xapak-
TEpU3yeT YCPEIHEHHOE HAIpSKEHHE B OCHOBHOIA
KJIEeTO4HOH (ase, TeH30p T — HANPSKEHUS B JO-
MMOJTHUTENBHOU (a3e.

Yupyryto paepopmaruio eCTeCTBEHHO CBS3bI-
BaTh C HAmNpsDKEHMEM B OCHOBHOH ¢asze 6. B
JNalbHEHIIEeM yIpyrue KIETOYHbie AedopMaiuu
CUUTAIOTCA MaibIMU. Takoe IMpPEenrnoyioKeHue Or-
paHUYUBAaET PACCMOTpPEHHE IPOIECCAMU, B KOTO-
PBIX HET 3HAYHMTENBHBIX BHEIIHUX HaTrpyXeHUH,
YTO OMpaBIAHO IS OOJIBITUHCTBA (PU3UOJIOTHYIEC-



1126

CKHX MpOLECCOB (B OTINYUE OT HEKOTOPBIX CH-
Tyallui, peaJu3yeMbIX B HKCIEPUMEHTE).

[IpumeM 3aKOH ynpyroctu sl KJIE€TOYHBIX Ha-
MPSDKEHWH B CIEMYIONIEH HM30TPOMHON (opme:

. 1
off) = Tlg,; + G(egje> _ 5Il(e(e>)gl.j). )

3neck G — MOAYJIb CABUra, g — METPHYECKUN
TEH30p aKTYyalbHOTO COCTOSIHUS B CHCTEME KOOP-
nuHat Habmoxarens, I,(€¢) — nepBblii MHBAPUAHT
Tensopa €. DdPexTHBHOE YNPYroe MOBEICHHE
KJIETOYHOM (ha3el BKIKOYAET B Ce0 M aAKTHBHYIO
COCTABJISIOILYIO.

Belenenre mapoBoi COCTaBISIOIEN B TEH30-
pe HanpskeHuii 6(°) MO3BONAET ONMKMCATh HENHMHEH-
HOE€ CONpPOTHUBIICHHE KJIETOYHOW cpelbl (Kak mac-
CHBHOE, TaK M aKTHUBHOE), KOTOpPOE oOecreuynBacet
HEBO3MOJKHOCTh €€ CIMIIKOM OOJBIIOr0 CXKAaTHS.
bynem cuurtaTh, uYTO MmIapoBas COCTaBISIOIIASA,
UMeEIoIas CMBICH JaBJIEHUS B KJIETOYHOW cpene,
SIBJISIETCSl (DYHKIMEH OTHOCHUTEIBHOTO H3MEHEHHS
UCTUHHOTO 00beMa KJIETOYHOH (asbl MpH yIpyrom
nehopMHUPOBaHUU M 00BEMHON MIOTHOCTH KIIETOK,
XapakTepHu3ylomield CTeneHb CONMKEHHUS KIETOK, U
TakuM 00pa3oM ompeaensercs Kak COOCTBEHHO
00BEMHOM YIPYTrOCTHIO KJIETOK, TaK M HEIWHEH-
HBIMH «YIPYTUMH» CBOMCTBAMH MEXKKIETOYHBIX
cBsizeil. PaccmatpuBasi BTOpOl MEXaHU3M B Kaue-
CTBE OIPEIENSIONIero, YpaBHEHUE COCTOSHHUS s
JaBIICHUs B KJIETOYHOU (asze mpumeM B BUJE

M=TI(n), @)

npuueM ¢yHknus [l nomkHa HeorpaHMYEHHO H
HEJINHEHHO BO3pacTaTh C YBEIMYEHUEM 7.

Byaem monarath, 4TO aKTHBHOE HaIpSKEHUE
M30TPOIMHO M HANPaBJICHO K CONIMKEHUIO KIETOK.
Eciu mexaHM3M CTATHBaHUS KJIETOYHOW Cpeibl —
(dbopMupoBaHUE KIECTKOW MPOTPY3HWH M HMX 3aKpe-
IJICHUE HA JPYIUX KIETKaX, TO CYIECTBEHHA IIOT-
HOCTb aJATE€3UOHHBIX KOHTAKTOB, KOTOPYK MOHO
CYUTATh NMPOMOPUUOHAIBHON K. 3aBUCHUMOCTH aK-
THUBHOTO HaNpsKEHUs OT KOHUEHTPAIUU KIETOK
Oynem mpenmnoJsiarath, BOOOIIe TOBOPS, HEIOKAIb-
HOM, cUMTasi, YTO CYHIECTBYeT HEKOoTopas obsacTh
YyBCTBUTEIIBHOCTH aKTHUBHBIX HANPSDKEHUN, pa3BHU-
BAEMBbIX KJIETKaMU, K BO3JECHCTBHIO yIAJEHHBIX KJle-
TOoK. OIMH U3 BO3MOXXHBIX MEXaHH3MOB HEIOKalb-
HOCTH — YyAAJIEHHOE 3aKpeIlICHUEe NpOTpPy3ui, B
TOM 4YHUCJI€ U HA NOBEPXHOCTH KJIETOK, HE SIBIISIIO-
LIUXCS HEMOCPEACTBEHHBIMH CcOCeAIMU. BO3MOKHBI
U Jpyrue MEXaHU3Mbl, HAIPUMEP PacIpOCTpaHEHUE
XUMHYECKOTO CHTrHana. B COOTBETCTBHUM C 3THUM,
noJjiarasi 3aBUCHUMOCTb OT 7 B IIEpBOM NpHOJIHKe-
HUM JIMHEHHOW, MPUMEM sl TE€H30pa aKTHUBHBIX
HAIPSKEHUM Cleaylollee BhIpaXKEHHE:

JJOTBEHKOB, IITEWH

T = Tog0, To(, 1) = [n(¥ + DQIA.
%4

O6nactp V Oynem cunTaTh BHYTPEHHEH YaCTHIO
chepsl paamyca R (paauyc nalbHOJEHCTBUS) C

LEHTPOM B TOYKE C pajNyC-BEKTOPOM X, BHYTPH
KOTOPOM KJIETKH OKa3bIBAlOT BJIMSIHUE Ha pa3BUTHE
AKTUBHBIX HANPSOKEHHH B LIEHTpe cdepbl, a HEeoT-

puuarensHas (yHkuus (7)) ommcbIBaeT BIIHMSHUE
yAAJIEHHBIX KJIETOK Ha pa3BUTHE aKTHUBHBIX HaIps-
JKeHui B 1eHTpe. Mcrnonb3ys pasnokeHne MOoAbIH-
TerpainpHON QyHKIHH B psif 1o ¢popmyne Teitnopa,
¥ OTPaHMYMBIINCH KBAaAPAaTHYHBIMHU UYJIEHAMH, IIO-
JTy49AM, YTO

TV = Togij = m(n + BAI’l)gU, (5)

rJie MPUCYTCTBYIOT JBa MOJIOXUTEIbHBIX MMapaMeT-
pa m u f = O(R?), nocuegHuil U3 KOTOPBIX Xa-

pakTepusyer HeloKanbHbIe 3(P(HEeKThl aKTHBHBIX
KJIETOYHBIX B3aumoneucTBuil. B Beipaxkenuu (5)
CcBOOOJNHBIM YJIeH paBeH HYJII: TIPHU OTCYTCTBUU
KJIETOK OTCYTCTBYET W CHJIa. Takoe COOTHOIIEHHUE
OBLIO BHEpBBIE MpemIokeHo B pabote [15].

[TepeymakoBKy KJIE€TOK, XapaKTepU3yeMylO TEH-
s3opom e, GyneM paccMaTpuBaTh KaK TEYEHHE,
yhnpaBisieMoe HalpsDKEHHSIMH B KJIETOYHOU (ase,
AKTUBHBIMH HaNpPsDKCHUAMH M JABJIEHUEM >KHIKO-
ctu. IlepBast U3 3TUX BENWYMH XapaKTEpU3yeT He-
MOCPEICTBEHHOE CHJIOBOE B3aWMOJICHCTBUE MEXIY
KOHTaKTUPYIOIKUMH KJIETKaMH, a BTOpas — aKTHB-
Hbl€ YCHIIMS, CO3JaBaceMble JOIIOJHUTEIBHOH (a-
30#. M exaHu3MBI BO3JEHCTBHS BCEX CHIIOBBIX (hak-
TOPOB ONPEACNSAIOTCA IEPECTPOUKON KIIETOYHBIX
KOHTaKTOB. [Ipu BbIOOpE 3HAKOB KOA(P(ULIHEHTOB
OylneM CYMTaTh, YTO AKTUBHBIE HANPSIKEHUS U IIa-
poBas YacTh PACTATHMBAIOLIUX KJIETOYHBIX HAIps-
KEHUH CTUMYJIHPYIOT NEepPEyNaKkoBKY, IPUBOAAIIYIO
K COJNMKEHHUIO KJICTOK M YMJIOTHEHHUIO KJIETOYHOU
¢daspl, a JaBlieHUWE B JXKUIKOCTH e memaer. Torga
B JINHEHHOM H30TPONHOM HPUOIMKEHUH COOTBET-
CTBYIOIIYIO 3aBHCHMOCTh MOYHO TPHWHSITH B Cie-
IOYIOIEM BHUAE:

1 :
eff) = (KOP - §K1I1(5(°)) - KZTO)gij + ©

(N
+ i(ﬁﬁj’ = 310)g;)

rie Ky, K, K, 1 W — monoxurensHeie Ko3ddu-
UEHTHl. BeipakeHue (6) conepkKUT UYeThIpE He3a-
BUCHUMBIX KO3 HUIIHEeHTa, U3 KOTOPHIX |l OTBEYAET
3a CIBUTOBYIO COCTaBJISIOLIYIO TEH30pa e§j’) , a TpH
xodpdunuenta K, K, n K, — 3a o0beMHyIO0 Je-
dhopmamnuio KIEeTOYHOH cpenbl (CXOXKICHWE W pac-
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XO0KJIEHHE KIJETOK), OTpa)as BO3AEHCTBHUE Tpex
Pa3JIM4YHBIX JABJIEHHUM, NPUCYTCTBYIOUIUX B MO-
JETN.

YpaBHEHHE UMITYIbCOB ISl (a3, mpeHedperas
MHEPUUOHHBIMU 3(]dekTamMu, mpuMeM B CIEIYIO-
meMm Buzae [21,22]:

V(n6© + 1)+ pVn + kgn(1 - m)(w - 9) =0, ()
V(1 = n)p) + pV(1 = n) — k(1 — n)(# — %) = 0.

3nech ky — k03 dunmenT Mex(Pa3sHOTO TPEHHS.
Bropoil u Tperuil uned B ypaBHeHUsX (7) SBISIOTCA
COCTaBISAIOIMMH CUJIBI MEX(pa3HOTO B3aUMOJEH-
CTBHUSl MEXAY KIIETKaMU M JKHAKOCTHIO, 00yCIIOB-
JEHHBIMH JEWCTBHEM CHJ JaBJICHHUS W BSI3KOTO
TpeHUs: Ha MeX(]a3HBIX MOBEPXHOCTSIX COOTBETCT-
BeHHO [21,22]. CymMa 3TUX OBYX ypaBHEHHH aaeT
ypaBHEHHE UMIYJIbCOB (paBHOBECHS) JJIsI BCEH cpe-
net V,TH = 0.

VYpasuenus (1)—(7) o6pa3yroT 3aMKHYTYIO CHC-
TeMy ypaBHEHHUH, NalON[yl0 BO3MOXHOCTh HaXOX-

JIeHHs HEM3BECTHHIX n, v, w, €9, e®, 6, 1, p, I

Beipaxas u3 ¢opmynsl (3) mapoBylo YacTh
Ten3opa 69 u moacrasuag ee B (6), 119 KOMIOHEHT
TEH30pa HAINpPSIKEHUH B KIETOYHOU (ase mosrydaem
COOTHOIICHUE

o) + 2K oupg;; = (8)
= [(1 + 2K ,WIT - 2K,utylg; + 2ue§jr).

JleBast yactp paBeHcTBa (8) aHaJOrM4yHa TEH-
30py 3(p(GEKTUBHBIX HAMPSOKCHHE, KOTOPBIA BBO-
JUTCS B TEOPHHM MOPHUCTHIX cpen [23] kak koMOu-
HaIysl TMPUCYTCTBYIOIIUX B CpeEle HAMPSDIKCHUH,
BXOJAIIass B PEOJIOTHYECKUE COOTHOMIeHHS. J[lis
cpell ¢ HETOUYCYHBIMU KOHTAKTaMH MEXIY TBep-
IBIMUA YaCTHUIAMHU yYacTHE XUIKOTO JaBIICHUS B
9TOM TEH30pe MpeMIarajoch CYUTATh MPOTMOPIHO-
HaJIbHBIM CpeJHed OTHOCHUTENbHOM IUIOmAaaN KOH-
TakTa MEXIy TBepaol W xuakoi ¢azamm [23].
[Tonaras 5Ty Benw4wHy paBHOW OOBEMHOW KOH-
IEHTpAIU XKUAKOW ¢a3pl, OymeM B madbHEHIIEM
COKpallaTh YHCI0 HE3aBUCHUMBIX KOA()(QHUIHEHTOB,
nonaras 2K)u = 1 — n.

[Tocne BBenmeHuss o0O3HAUEGHHM O =
K = 2K,u ypaBHeHue (8) mpuUMeET BHUJ:

2K,u u

0'§J¢) =—((1 -np + (1 + K)I1 - oty)g;; + 2ue§j’).

3aMeTuM, YTO MPUCYTCTBYIOUIME B MOJEIH KO-
3G OUIHEHTBI «BA3KOCTH» U «YMPYTrOCTHU» OTpa)xa-
0T HE TOJIBKO TAaCCHBHBIC, HO M aKTHBHBIE CBOW-
CTBAa TKaHM M HE MOTYT OBITh OTPEACICHBI B
CTAHJIAPTHBIX MEXaHHYECKHX OTBITaX.
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VIPOILIEHHAS KOHTUHYAJIbHAS
MOJIEJb

B npennoxeHHOH MOeNIN PEANoiaraercs, 4To
nedhopMmarusi COOCTBEHHO KIJIECTOK HE OKa3bIBaeT
BIIMSIHYS HA PA3BUTHE UMU aKTUBHBIX HAMPSIKECHUH.
[Tpu paccMOTpeHNH TIEPEYTAKOBOK B TKAHU MOYXKHO
NO3TOMY B ypaBHeHHHM (2) mpeHeOpedb TMepBBIM
claraeMbplM B MPaBOM 4YacTH, OMHUCHIBAIOIIUM CKO-
pocTh nedopManuHu TKaHU 3a CUET U3MECHEHUsS YII-
pyroi KieTro4yHoi aepopmanuu, T.e. CHUTATH, UTO

1 . -
e;= eﬁjr) = E(Vz“’j + Vjvi).

Torma mosHYIO CcHCTEMY YpaBHEHHUM MOXKHO
YOpPOCTUTH, HUCKIIOYUB U3 PACCMOTPEHUA YpaBHE-
Hue (3), ABIAIOIICECS OMPEACISIONIUM COOTHOIIIE-

HUAMH I eﬁje). VYhpoueHHas cucTeMa ypaBHEHUH

NpUHUMAET CIACAYIOUIUN BUI:

(1 - n)
ot

1 -
e; =5(Viv; + Viw), Ty=m(n+ pAn),

€))

g—’: +V(nv) =0, +V((1 = )W) =0,

nol) =—(n(1 —n)p + n(1 + K)IT - noy)g,; + 2npie;;
V(10 + 1) + pVn + kga(1 = n)( —7) =0,
-V -n)p) +pV( —n) — ko”(l —n)Ww-7)=0

Jns momydeHus 3aMKHYTOW CHUCTEMBI ypaBHeE-
HUW HEOOXOIUMO J100aBUTh YpaBHEHUE COCTOSHHS
JUIsl 1aBJieHUs B KieTouHo# dase I1, onpenensemoe
B MOJIHOW MOJICNIM HEeNuHEHHOoW (yHKIMeH, Tpebo-
BaHUS K 00IIeMy BUy KOTOPO# chOpMYIUPOBAHBI
B MpeablaynieM pasiaeie. DTUM YCIOBUSIM YAOBIE-
TBOPSIET HCIOJB30BaHHAas B pabortax [7,9,10,14]
byHKIHSA

n
1-n

(10)

n(l+KI=E

KOTOpasi U NpHUHHUMAaeTcs BCloAy nanee. B pabo-
tax [7,9,10,14] 3aBUCHMOCTL JaBJCHHUSA B KJIIETOY-
HOH ¢Qasze oT 0OBEMHONW KOHLEHTpPAaLMH KIETOK
COJCPXKHUT MOPOTrOBOE 3HAaUYE€HHWE OOBEMHOW KOH-
LEHTPAlUU, HUXKE KOoTOoporo cuuraercs, 4ro II =
0. B paccmarpuBaemMoil MOJ€IM HaJlWYHE TaKOTO
nopora He MpeAanojaraercs, 4YToObl HE BBOIUTH
JOTIOJHUTENbHBIH IMapaMeTp, Hajludue KOTOPOro
HE MeHseT (hU3MUecKkoe IMOBEACHUE CHCTEMBI I10
CYLIECTBY.

[Ipu n00BIX MOCTOSHHBIX IIOTHOCTH KIIETOK
Ny ¥ TUAPOCTATHYECKOM JIaBJIEHUU P, CHCTEMa
ypaBHeHu# (9), (10) mMeer mpoCTpaHCTBEHHO-O-
HOPOJHOE CTAallHOHApHOE peIIeHHe
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n= no’ v = ‘/T} = O’ TOZ m'nO’ p:pO’
ngc) = —((1 - n)po + (1 + K)HO - (X'To)gij’
E
1-ny

(1 + K, =

UCCJIEJOBAHUE YCTOMUYUBOCTU
IMPOCTPAHCTBEHHO-OIHOPO/JHOI'O
PEINEHU A

[IpoBeneM wmcciaemoBaHNE YCTOWYHUBOCTH MPO-
CTPaHCTBEHHO-OJHOPOJHOTO CTaIlMOHAPHOTO pe-
MEHUST B MaKCHMaJIbHO TIPOCTOH, OJHOMEpPHOM,
MOCTAaHOBKE, KOT/JIa BCE HCHM3BECTHHIE 3aBUCST TOJIh-
KO OT OJHOM oceBoi koopauHaThl. CHcTeMa ypaB-
Heunit (9),(10) B »ToM cinydae TpUHUMAET BHI:

on  onv

_ a(l—n)_l_a(l—n)w:

oo U o .

0%n

Tp=m n+6@,

0,

6 =—(1-n)p- % + 0T, + 2u§—:, (11

0 on
— (c) — — — =
. (no'9 + 1) + pax +kgn(1 =n)(w—-v) =0,
dp
—(1-n)7- 1- -v)=0.
(1-n) o kgn(1 =n)(w-v)=0

JIuneapusyem cucremy ypaBHeHuil (11) oxouo
MMPOCTPAHCTBEHHO-OJHOPOHOTO  CTAIlHOHAPHOTO
pemwenus n = ny, v =w = 0, Ty = mng p = p,,
6© = (1 = npy — ———

( 0Po 1—n,
BO3MYILIEHUS B BHUJE CTOSIYUX BOJH ewrtiky (g1 _
JJMHA BOJIHBI), NPHUXOIUM K JAUCHEPCUOHHOMY
YpaBHECHUIO:

+ o1, Paccmarpusas

ﬁ(1+n ) + K? 0={2npy - —L—+
2“/ 0 2“ OpO (1 _n0)2 (12)

+ m(1 + 20my) — mP(1 + ang)K? |K>.

B cnydae ydacTus TONBKO JIOKQJIbHOT'O MeEXa-
HU3Ma pa3BUTHUS aKTUBHBIX HampsokeHuit § = 0
(cM. ypaBHEHUE (5)) CTAIIlMOHAPHOE PEIICHUE TEPSIET
YCTOMYMBOCTH INPH BBINOJHEHHH HEPaBEHCTBA

2ngp, — a 5 +m(l +2ony) > 0. (13)

_E
— "O)

Pazpurue HCYCTOﬁqHBOCTH MNpOUCXOOUT B 3TOM

ClIy4dac 3a CYCT pocCTa KaK AJIMHHOBOJIHOBBIX, TakK

U KOPOTKOBOJIHOBBIX BO3MyIeHUH. [Ipu aTOM pocT
NIMHHBIX BOJH (K? << 1) MpOMCXOQMT C TMpOmop-

JJOTBEHKOB, IITEWH

IMOHAIBHBIM K> MHKPEMEHTOM, HE 3aBHCSIIAM OT
BSI3KMX CBOWCTB cpenbl. KOpOTKOBOJHOBBIE BO3-
MYLIEHHUS PacTyT IpHU —> o0 ¢ KOHEYHOW CKO-
POCTBIO: MHKPEMEHT OO0paTHO HIPONOPLHOHAJICH
K03 PUIMeHTy BSI3KOCTH CpeAbl U HE 3aBHCUT OT
JUTUHBI BOJIHBI.

Takum o0Opa3zoMm, mapaMerpaMH, OTBEUAIOIIH-
MM 3a MOTEPI0 YCTOWYMBOCTH, fABIAOTCA E, m u
Do- IlepBble 1Ba XapakTEpU3YIOT MEXAHU3M IOTEPH
YCTOWYMBOCTH, CBA3aHHBIM C MPOIECCOM aKTUBHO-
ro B3aMMOJEHCTBUS KJIETOK 3a CUET CO3JaBaeMbIX
MMHU aKTUBHBIX Halps>KeHUU U MPOTUBOICHCTBYIO-
IIUM DPOLIECCOM OTTAJKHUBaHUS KIJIETOK 3a CYET
cui, 0O0yCIOBIIEHHBIX TACCUBHBIMH M aKTUBHBIMU
peaKnHusAMU KJIETOK B OTBET Ha WX CIHUIIKOM OOJIb-
moe cxaTue. YJacTue THIAPOCTATHIECKOTO JaBiie-
HUS TIPOSIBIISICTCS B YCWJICHUHW HEYCTOWYMBOCTH 3a
CcYeT CmIbl MEXK(a3HOTO B3aUMOJCHCTBHUSA, 00Y-
CIIOBJICHHOTO JaBJEHHEM JKUIKOCTH: JOKaJIbHOE
YBEIIUUYCHHE OOBEMHOW IUIOTHOCTH MPUBOJUT K
MOSIBIICHUIO CHJIBI, HAmpaBJIEHHON IO TpagueHTy
IIJIOTHOCTH.

VYyacrtue HETOKaJbHBIX MEXaHU3MOB Pa3BUTH
aKTHUBHBIX HanpspkeHuit (f # 0) npUBOAKUT K TOTEpE
YCTOMYMBOCTH BO3MYIICHHUH B AUAMa30He JITHHHBIX
Y CpelHHX BOJH. B 3TOM ciydae MOXHO OXHIaTh
MMOSIBIEHUS HOBBIX NMPOCTPAHCTBEHHBIX CTPYKTYD.

O®OPMUPOBAHUE ITIOJIOCTH
B KJIETOUYHOM CO®EPOUME

[MTpumenum chopmMynupoBaHHBIE BBIIIE OOLIUE
ypaBHEHHUs K 3aJlaue O IepepacHpencieHuu 00b-
€MHOH MJIOTHOCTH KJIETOK B IEPBOHAYAJbHO IPO-
CTPAHCTBEHHO-OJHOPOJHOM KJIETOYHOM arperare.
Takoit Tum dopmooOpa3oBaHUS XapaKTepeH s
nporecca 0JacTyasAnu, B KOTOPOM CILIONIHOE CKO-
mJeHue cnabo CBI3aHHBIX KJIETOK (MopyJa) mpe-
obOpasyercst B Onacryny, BHYTPEHHUE KJIETKH KO-
TOpPO¥ pa3aBUraroTCs B pajHalbHbIX HalpaBJICHU-
SIX, cO3JaBas 3alOJHEHHYIO JKUJIKOCTBIO IMOJIOCTb.

PaccMoTpuM »eMEHTapHYH0 B MEXaHHUUYECKOM
OTHOUIEHWM MOJEIBHYIO 3aJady, B KOTOpPO#l Kile-
TOYHBIN arperat UMeeT MPaBUIbHYIO CHEPUIECKYIO
(hopMy u OTPAHHYCH IJIOTHBIM CJIOEM KJIETOK (3IHU-
Tenui). DTOT HapyXHBIH CIOW cuMTaercd Hepac-
TSOKAMBIM, a panuyc cdepsl R MOCTOSHHOW Bemu-
YUHOW. byaemM cunuTaTh, 4TO B MEKKJIETOYHOM MPO-
CTpPaHCTBE, HENOCPEIACTBEHHO IPUMBIKAIOLIEM K
TpaHule, MOAJIEPKUBAETCA COCTOSIHUE OCMOTHYE-
CKOTO PaBHOBECHsI C BHEIIHEHW CpeNod M, TEM ca-
MBIM, HYJIEBOH NOTOK XHUIKOCTH W IOCTOSIHHOE
JaBJICHWE B XUIKOW (a3e.

Beenem cdepuueckyro cucreMy KOOpAWHAT C
HadaimoM B T1eHTpe cdepol. Cucremy ypaBHe-
auit (9), (10) mis Pu3NIeCKuX KOMIIOHEHT BEKTO-
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POB M TEH30pPOB B MPEIIOJOXKEHUU ChHEepUIecKOH
CHMMETPUN MOJKHO 3aIlHCaTh B CIEAYIONIEM BHJE:

an 1 orfnv, (14)
a TR e
(1 — n) .\ 1 orX(1 — n)w, ~ (15)
ot r? or o
ov, v, (16)
err = g’ e(p(p = 666 = 7’
1 0 an (17)
Ty = m(n + B 2 ar( arD
nol9) =-X + 2une,,, (18)
nG<C) —Z + 2une,, (19)
nol) = X + 2uney,, (20)
2 =n(1 -n)p +n(l + K)IT - nat,, (21)
n
1—
P 216 — nol®) — nol)
— (C) s (00
ar(”c" + 1) + r +
on
+pa + kgn(1 =n)(w,—v,) =0,
GEP% = ol), (22)
0 o(1 - 23
==y p 2 29
or or

—kgn(1 —n)(w,—v,)=0.

B kauecTBe rpaHHYHBIX yCIOBUH INPHMEM V, =
w,=0mup=p,npu r =R u yclIoBue OTPaHH-
4eHHOCTH v, U w, npu r = 0. I'panuynOEe ycnosue
I n HE CTaBUTCA, TaK Kak r = R sBIseTcs
XapakTepucTukou st ypaBHeHuu (14),(15) u rpa-
HUYHOE YCIOBHUE TIPH ¥ = R TIOTy9aeTcs U3 pelieHus
JTHX YpPaBHEHWH, 3alMCAaHHBIX B TOYKe 7 = R ¢
yd4eToM ycnosus v, = w, = 0. B kadecTBe Havab-
HOTrO ycioBus mpu ¢t = O mpuMeM BO3MYIICHUE
OJHOPOJIHOTO pachpeneieHus KIeTOYHOU (a3bl:
npu t = 0 n(r) = ny(r).

Beenem 0Ge3pazmepHBIE BETHYWHBI
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)
r E .9 To )2
k= — k= f— (C)Y— Y = — * = —
r ’t t ) Gl] Ea T E,p E’
P R N SN (P
Po=g> eV TVER VT ER T G
’ B
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[Tocne mpeoOpa3oBaHWN TONYYUM CHCTEMY
yYpaBHEHUH NI HAXOXJICHHUS TPEeX HEU3BECTHHIX A,
v u p*

on 1 Oy (24)
ors 2 9rx
1 0 v | 2ny . (25)
2[— a—[a_J T ] - ki =
oz ot n
are ore L o
pr (26)
—(1 - n)ar* + kv =0,

rae

n
* = — & _— *k
2% =n(l - n)p* + —n novT*,

T = m*(n + Bx# %{r*z ;TZJJ

[Tokaxem, 4TO yCIOBHE OTPaHUYEHHOCTH V*
npu r* = 0 MOXHO 3aMeHHUTh ycioBueM v¥ = (.
[Ipounrerpupyem ypaBuenue (24) mo odvemy cde-
pBI pajuyca r, ¥ BOCIOJIL3YEMCS TEOPEMOH O cpe-
HEM [Ulsl HEepBOrO CJIaraeMoro:

4 on(t, &)

=+ r2nvE| . =0,
3 0 o |r><r

rae & — Hekoropas Touka BHyTpH cdepsl. ITocie
JIeNeHNs Ha 1§ W NMPEIEIbHOTO Mepexoa IpHu ry—>
0, monyuyuM (Y4UTBIBass HENPEPHIBHOCTH V*), UTO
v¥ = 0 npu r* = 0.

Taxkum o00pa3oM, B KauecTBe T'PAaHHUYHBIX U
HAYaJIbHBIX VCIOBHH IS peIIeHUS YpaBHCHHUUH
(24)—(26) 6ymem wucmonbp30BaTh ycinoBus v¥ = 0
npu r* = 0, v¥ = 0, p* = py* mpn r* = 1 n n=
ny + Ang(r*) mpu t* = 0. 3gece Any(r*) — manoe
BO3MYIIIEHNE HAYAJIbHOTO OJHOPOJJHOTO pacmpese-
JICHHUSI TJIOTHOCTH KIIETOK.

B nocnenyromux pacderax, eciii He OTOBOPEHO
WHadve, IPUHSITH CIeAYIONHe 3HaUeHUsT Oe3pa3Mep-
HbIX mapamerpoB n, = 04, m* = 1,33, o = 1,
p* = 2,5-1073, pj = 1,67, kj; = 3-1072. BeiGpanusie
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Puc. 1. DBosroniusi Ha4aJIbHOTO pacIpeneNeHus] 00b-
€MHOM MIOTHOCTH KiIeTOK n(r¥) = ng + 0,03sin(10mr*)
MPYU YYaCTHHU TOJBHKO JIOKAIbHOTO MEXaHU3Ma Pa3BUTHUS
AKTHBHBIX HANpsDKEHHH B pa3iMuHbIe MOMEHTHI Bpe-
meun: | — ¥ = 0, 2 — ¥ = 2,7, 3 — t* = 6,8.

3HAYEHHUS MTapaMeTPOB 00ECMeYNBAIOT BHITTOJIHEHHE
ycrnoBus (13) moTepu yCTOWYHMBOCTH MPOCTPAHCT-
BEHHO-OJIHOPOJHOI'O CTallUOHAPHOI'O0 COCTOSHHUS.
3HayeHus m* u n, nMogoOpaHbl TaK, YTOOBl KpH-
TepUH MOTEPU YCTOWUYHMBOCTH HE OBII BBHINOJIHEH
NpU HYJEBOM T'HIPOCTATHYECKOM JABIECHUH B JKH]I-
Koil dase.

Pemenue cucremsl ypaBaenuit (24)—(26) Ha ka-
XKIOM BpPEMEHHOM Ilare Ha4YMHAJIM C PEILICHUS
ypaBHeHUs (25); mpu 3TOM 3HaYeHHs n U p* Opa-
JUCh C TPEABIAYIIero BpeMeHHOro mara. Mcmons-
30BAJI PAa3HOCTHYIO CXeMYy, IOJYYCHHYIO WHTeET-
PO-MHTEPIOJSIIHOHHBIM MeToaoM [24]. 3aTtem mpu
MOJIy4YE€HHBIX 3HaYeHUSIX V¥ pemanu ypaBHeHus (24)
u (26). Ilpn anmpokcuManuy OUBEPTEHTHBIX Cia-
raeMblX MCIOJIb30BaJIN ABYXCIONHYIO Pa3HOCTHYIO
cxemy [25] ¢ Becamu 0,5. Jns moxaBieHUs OCLMII-
asuuid n B obsnactu paguyca 0,01, mpumbIKaronien
K Touke r* = (), HCIIOIB30BaTU CIIIa)KUBaHUE pe-
meHuss B 3TOH oOmnactu. PasHOCTHBIE ypaBHEHUs
pemanuch METOJOM NPOTOHKH. VM cmonp3oBaHHBIE
Pa3HOCTHBIE YpaBHEHUS HMEIOT MOPSAIOK aIlIpoK-

cumanuu O(Ar2) + O(Ar).

PE3VIJIBTATBHI N1 OBCYXIAEHUE

Amnanu3 aucnepcuoHHOro ypaBHeHus (12) naer
HECKOJIBKO CIIEHAPUEB Pa3BUTHUS HEYCTOWYHBOCTH.
B cnydae y4acTus TOJBKO JIOKaJBHOTO MeXaHU3Ma
pasBUTHS akKTHBHBIX Hampsbkenuii (B = 0, cwm.
cootHomeHue (5)) JITMHHOBOJHOBBIE BO3MYIICHUS
pacTyT ¢ ACKPEMEHTOM HapacTaHWUs MPOIMOPIHUO-
HanbHO K2, B TO BpeMs KaK KOPOTKOBOJIHOBBIE
BO3MYIIEHUS B mpenene npu K2 — oo pacryT c

JJOTBEHKOB, IITEWH

KOHEYHOU CKOpOCThIO. B 3TOM cinyuae MOKeT mpo-
UCXOJUTh TOJBKO HapacTaHHE HAaYaIbHBIX ClAydai-
HBIX HEOJTHOPOTHOCTEH 00BEMHON IUIOTHOCTH KJIE-
TOK (pa3BUTHE XaOTU3allMU), HE MNPUBOASLIEE K
(hOpMHUPOBAHUIO HOBOU CTPYKTYPHI C XapaKTEPHBIM
pa3MepoM, CPaBHUMBIM C XapaKTEPHBIM pa3MepoM
paccMaTpuBaeMoro oobekTa. [1o Mepe yBenudeHus
00BEMHON IIOTHOCTH KJIETOK YCIOBHE HEYCTOM-
YUBOCTH OyzeT HapymieHo (3HaK HepaBeHcTBa (13)
CMEHUTCS Ha MPOTHUBOIOJOXHBIM) U B pacmupene-
JeHUM OOBEMHON TIUIOTHOCTH MOTYT TOSBUTHCS
Y4acTKM B BHJE IUIaTO. OBOJIONUS HadadbHOMU
00bEMHON MJIOTHOCTH KJIETOK n(r*) = n, +
0,03sin(10mr*) mokazana Ha puc. 1. O6pa3oBaHue
HOBOM KIJIETOYHOH CTPYKTYpBhI, CBSI3aHHOU C YyBe-
JUYEHUEM TUIOTHOCTU KIIETOK Yy TpaHUlbl chepsl,
B Cilydae JIOKaJbHOTO MEXaHW3Ma pPa3BUTHS akK-
TUBHBIX HaNpsHKEHUH BO3MOXKHO JIMIIb B Cllydae
JIMHHOBOJTHOBOW HAaYallbHOW HEOJHOPOIHOCTH.
Ha puc. 2 npencrapieHa 3BOJIIONUS HaydaJlbHOU
00BeMHOH MIOTHOCTU KiIeTOK n(r¥) = ny + 0,03r%
MpU  Pa3JUdHBIX 3HAYCHHUSAX THAPOCTATHIECKOTO
MaBJieHWS B XUIKOU ¢aze. Ecim mapieHue XKuji-
KOCTH HE OYEHb BBICOKOE (pHUC. 2a), TO IPU YCIOBUU
BBITIOJTHCHUST KPUTEPHUS TOTEPU YCTOWIMBOCTH
dhopmupyrotieecs pacnpezenenne 00beMHOHN MI0T-
HOCTU KJIETOK HE uMeeT Bujpa (pourta. OmHAKO
MPU  TIOBBIIIEHUHW THUAPOCTATHYCCKOTO JaBIICHUS
(puc. 20) NOKaJNbHBIM MEXaHU3M CO3JIaHUS aKTHB-
HBIX HalpsOKCHUN o0eclieunBacT pa3BUTHE HAadallb-
HOrO BO3MYUICHHUS CHEUHAJIBbHOTO BHUAA, MPUBOIS-
1mero Kk GOpMHUPOBAHUIO JOCTATOYHO YETKOU Tpa-
HHIIBI MEXIYy 00JacTsIMH, 3al0JJHEHHBIMH OTEINb-
HO XKUJIKOCTBIO M KJIETKaMH.

[Ipy yMeHbIIEHUM p;; CKOPOCTh Pa3BUTHsA Ha-

YagbHbIX BO3MYIIEHUH yMEHbLIAETCA, U TIPU P

HIDKE HEKOTOPOTO 3HAUYCHWS, OTPEACIIEMOTO UHC-
JIEHHO, HaYyaJbHbIE BO3MYIIECHHS 3aTyXaloT.

B caydae yyactus HENOKaJ bHBIX MEXaHH3MOB
pPa3BUTHS aKTUBHBIX Hanpsbkenuii B # 0, T.e. Koraa
pa3BUTHE aKTUBHBIX HAIPSIKEHUN B JaHHOU TOUKE
cpelbl MOJBEPKEHO BIHUSHUIO KJIETOK, pacrolio-
JKEHHBIX BHYTPH HEKOTOPOU 00JIACTH TyBCTBUTEIb-
HOCTH, OTEPSI YCTOMUMBOCTU MOKET MPOUCXOJUTH
TOJIKO B JWANa30He JINHHBIX W CPEIHUX BOJH.
B sTOoM citydae MOXHO OXHAAThH MOSBICHHUS HOBOU
MPOCTPAHCTBEHHOM CTPYKTYpPHI, OMUCHIBAIOIIEH pa-
IUaTbHOE PACXOXKJICHUE KIETOK B CTOPOHY TpaHHU-
bl cepsl W TOSBICHHE MOJOCTH, 3alOJTHEHHOU
JKUJKOCTBIO B IICHTPAJIbHOW 00JacTH MpH TPOU3-
BOJBHOM HAYaJILHOM PAacCIHpeaeIeHUH BO3MYIICHUS
00BEMHOM TIIOTHOCTH KJIETOK. DBOJIIONUS HAYaIh-
HOM OOBEMHOHN IIOTHOCTH KIETOK n(r*) = ng +
0,03sin(10mr*) B 3TOM cnyyae mMokKa3aHa Ha pUC.
3.
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Puc. 2. DOBononys HaYaIbHOTO pacHpesieeHuss 00beMHOM MIOTHOCTH KIETOK n(r¥) = ny + 0,037* npu yyacTum TONBKO

JOKaJbHOTO MEXaHW3Ma pPa3BUTHsA AKTHBHBIX HANpPsDKEHMH B pa3dMuHble MOMEHTHI BpeMeHu: [ — t¥ = 0, 2 — t* =
10,8. B pacuerax HCIONB3YIOTCA pa3lUYHBIC 3HAYECHWS NaBIeHWs xkuiakoctu: pf = 0,83 (a) m p§ =

4,1, 3 — t*
1,67 (6).

BunHo, uto pacnpejeieHne 00ObeMHOU IJIOT-
HOCTH KJIETOK NMpHoOpeTaeT BUa GOPMHUPYIOIIETOCs
(¢poHTa. KieTku, pacmoioxKeHHbIEe B IICHTPAJIbHOU
o0JacTu KJIETOYHOTO chepouna, paauaibHO Tepe-
MeIaTcsa K nepudepuu u cTpeMsarcs chopMupo-
BaTh moyyto cdepy. B menTpanpHoilt wactu obpa-
3yercs 007acTh, 3alMOTHCHHAS MPAKTHISCKH TOJb-
KO XHAKOCThI0. CKOpPOCTh (GOPMHUPOBAHUS HOBOU
CTPYKTYPBI KOHTPOJMPYETCS BEIUUYMHOM THIpOCTa-
THYECKOTO JABJICHHUS >KHJIKOCTH, KO3PPUIIHMECHTOM
«BSI3KOCTH» KJIETOYHOU (pa3bl M mapaMerpamu, Xxa-
PaKTEepU3YIOIUMH BEIMYNHY aKTUBHBIX HampsoKe-
HUH.

IIponoykeHue BBIYUCIECHUN IPU CTPEMIICHUH
MJIOTHOCTH KJIETOK B I[EHTPAJIbHOU YacTu chepou-
Ja K HYJIIO CTaHOBUTCS HEBO3MOXXHBIM B paMKax
paccMaTpuBaeMOl IMOCTaHOBKM 3anauyu. [lanbHei-
1ee HMCCICAOBAHME 3BOJIONMU INIOTHOCTH KJIETOK
TpeOyer pemieHus 3aJadd O paclpoCTpaHEHUHU

(poHTa, OTHENAIOMEro 00JIaCTh, 3aIOJHEHHYIO
KJIETKAMU M XKHAKOCTBIO, OT 00JIaCTH, 3aI0JIHEH-
HOUM TOJIBKO >XUIKOCTBIO.

3AKJIIOYEHUE

[Tomyuennass o0mias KOHTWHyaJ bHAas MOJEb
OIUCHIBAET KOJUIEKTUBHBIE B3aUMOJIECTBUS B Cpe-
Jle, COCTaBJIEHHOW MPOABISIOUIUMUA MEXAHUYECKYIO
AKTHBHOCTDH KJICTKAMU B TIPUCYTCTBHH XKUJIKOH (a-
3bl (BHEKJICTOYHOM XUIKOCTH). Moaenp paccMmart-
puBaer AepopMHUpPOBaHUE KIECTOYHOU Cpelnbl B pe-
3yJlbTaTe KJIETOUHBIX MEPEYyNaKOBOK U YUYHUTHIBAET
€e HEJIMHEHHOE CONPOTHUBIICHHUE CXKAaTUIO BCIEICT-
BUE KaK MAaCCUBHOIO, TaK M aKTUBHOIO B3aUMO-
neicTBus kieTok. KierouHbsle nepeynakoBKu pac-
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1.0
r*

Puc. 3. DBousrons Ha4aIbHOTO pacupeneneHus] 00b-
€MHOM MJIOTHOCTH KJIeTOK n(r¥) = ng + 0,03sin(107r*)
IIPU y4aCTHUH HEJIOKaJIbHBIX MEXaHU3MOB Pa3BHUTHS aK-
THUBHBIX HaNpsDKEHUH B pa3InYHbIC MOMEHTHI BPEMEHU:
I -t=0,2-1*=095 3-r*=54,4-1*=10,8.

CMATPHUBAIOTCS KaK TEYCHHUE, YINpaBliseMoe JMHa-
MHYECKUMH TapaMeTpaMu Cpelibl, BKIHYAIIINMU
AKTHBHBIC HANPSDKCHHS, Pa3BHUBAacMbIC KIIETKaMHU,
M JaBJIEHHE BO BHEKJIETOYHON »kuakocthu. Mcce-
JIYIOTCS KaK JIOKaJbHbIC, TAK U HEIOKAJIbHbBIC MEK-
KJIETOYHBIE B3aMMOIEHCTBUA.

[TocnenoBarenbHOC MPUMEHEHHE METOJOB Me-
XaHUKM MHOTO(Aa3HBIX CILUIONIHBIX CPEd Jajio BO3-
MOJKHOCTh TOJIYYUTh (PU3UUYECKH O0O0OCHOBAHHBIC
COOTHOIICHHUS, TPOCICIUTH POJIb PA3JIMYHBIX B3au-
MOJICHCTBYIOINX MEXaHU3MOB OpTaHU3AIUH U pac-
CMOTpPETh HOBBIEC MMOCTAHOBKH 3ajad.
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UccnenoBana 3agada o GpopMHUPOBAHUH TOJIOC-
TH B IEPBOHAYAIBHO OJHOPOJHOM KJIIETOYHOM Ce-
poHIe BCIENCTBUE MOTEPH YCTOWYHBOCTH OJJHO-
POIHOTO COCTOSIHMS. B ciiydae JIOKallbHOTO MeXxa-
HU3Ma YIOpaBlIeHUsT AaKTUBHBIMU HalpsDKEHUSMU
BO3MOJKHO MOCTENEHHOE CMEIIEHHE KJIETOK K IOo-
BepXxHOCTHU cpepsl ¢ popMupoBaHuEeM PpoHTa, pas-
Jengioniero o0JlacTh ¢ MX BBICOKOH M HHM3KOU
KOHIICHTpaIUei, OJTHAKO TaKOoe pPELICHHE peaau3y-
eTcsl NIUIIb TPU CIeNualibHON (opme 3amyckaro-
mIero Bo3MmymieHus. HenokanbHOCTh aKTUBHBIX Ha-
NpspKeHuil o0ecriednBaeT Ty K€ IBOJIOIHUIO CHCTe-
MBI Y€ TpU NPOM3BOJBHOM BHJIE HAYaJIbHOTO
Bo3mymieHus. OMTHO U3 HEOOXOAUMBIX YCIIOBUM Ta-
KOW DJBOJIONHUHU — JIOCTH)KEHHE OIPENeIeHHOTO
YPOBHS JaBJCHHWS BO BHEKJIETOYHOW IKHUAKOCTH.
PesynbraThl peumieHusi MOJAEIBHON 3aJadyd KayecT-
BEHHO COTJacylTCs C AaHHBIMU HaONIONCHWH W
9KCIIEPUMEHTOB, OTHOCSIIHUXCS K ONacTyIsuuu, O
HaKO BO3MOJXHOCTHh HEMOCPEICTBEHHOTO NpPHUMEHe-
HUS MOJENM K OINHCAHWIO 3TOTO TMpoIlecca HYX-
JaeTcs B JOTIOJHUTEIBHBIX HCCIENOBAHHSIX.

PacueThl B HMIMPOKOM JaHMana3oHe MapaMeTpoB
MmoKaszajal, 4YTO MOJeib 00llajaer CBOWCTBOM
CTPYKTYPHOH YCTOMYMBOCTH, T.€. U3BMEHECHHE 3HAa-
YEHW# YMCIOBBIX MapaMeTPOB B JOCTATOYHO IIH-
POKOM JMamna3oHe COXPaHseT BCe OTTUCAHHBIC BBIIIIE
0CcOOCHHOCTH 00pa30BaHHUS HOBBIX KJIETOYHBIX
CTPYKTYP.

Pabora BbITIONIHEHA TpPU (PUHAHCOBOW MOI-
nepxxke Poccuiickoro ¢oumaa ¢yHIaMEHTAIBHBIX
ucciaegoBanuil (mpoekt Ne 16-01-00504).
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Mathematical Model of Spatial Self-Organization
in the Mechanically Active Cellular Medium

S.A. Logvenkov* ** and A.A. Stein**
*National Research University “Higher School of Economics”, M yasnitskaya ul. 20, M oscow, 101000 Russia

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

A general continuum model of the medium composed of the mechanically active cells is proposed.
The medium is considered to be formed by three-phases: cells, extracellular fluid, and an additional
phase which is responsible for active interaction forces between the cells and, for instance, may
correspond to the system of protrusions which ensure the development of active contractile forces.
The deformation of the medium, identified with that of the cell phase, consists of two components:
elastic deformation of individual cells and cell rearrangements. The elastic deformation is associated
with stresses in the cell phase. The spherical component of the stress tensor describes the nonlinear
resistance of the cell medium, which ensures the impossibility of its too high compression. The
constitutive equation for pressure in the cell phase is taken in the form of a nonlinear dependence
on the volume density of cells. The rearrangement of the cells is considered as flow controlled by
stresses in the cell phase, active stresses, and fluid pressure. The tensor of active stresses is assumed
to be spherical and nonlocally dependent on the volume cell density. On the assumption that the
process of biological tissue deformation runs slow, we obtained a reduced model neglecting the
elastic deformation of the cells as compared to inelastic one. The dispersion analysis of stability
of the spatially uniform steady state solution is carried out. The hydrostatic pressure of the fluid
is present among the parameters responsible for the loss of stability of the steady state solution:
increase in it has a destabilizing effect owing to the action of the part of force of interphase
interaction defined by the fluid pressure. The model obtained can be used to describe the process
of cavity formation in an initially homogeneous cell spheroid. The role of local and nonlocal
mechanisms of active stress generation in the formation of cavity is investigated.

Keywords: cell systems, active media, biological morphogenesis
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