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AKTHMBHBIE MEXKJICTOUHBIC B3aMMOJEICTBUS YIPABJSIOT MEPEMEIICHUSIMUA KJIETOK OQHA OTHOCH-
TeJIbHO IPYroii M UrPaloT BaKHEUIIYIO POJib B GMOJIOrnueckomM hopMooOpa30oBaHUU U IIpoleccax,
CBSI3aHHBIX C TTepecTpoiikoil TKaHel. PaspaboTaHa KOHTUHYalbHast MHOToga3Hasi MOAe/Ib MEXaHU -
YyeCKU aKTUBHOM OMOJOIrMYECKON cpeibl, 00pa30BaHHOM KJIETKAMMU ABYX PA3IMYHBIX TUIIOB U BHE-
KJIETOYHOI KUIKOCThIO. B MOJIe/Ib BKIIIOUEHBI TOMOJTHUTEIbHBIE (pa3bl, OTBEYAlOIIe 32 AKTUBHBIC
CUJIOBBIE B3aUMOJIECTBUS MexXAy KiieTkaMu. Takue B3auMoaeiicTBust (MeXIy KJIETKAMU KaK BHYT-
p¥ onmHOI ¢a3bl, TaK U pa3HbIX $a3) MOASTUPYIOTCSI MOCPEACTBOM aKTUBHBIX HATIPSIKEHUM, pa3BU-
BAIOIIMXCS B JOMOJHUTENILHBIX (ha3ax U 3aBUCIIIUX (B OOIEM ClIydyae HEJIOKAJIbHO) OT IJIOTHOCTEM
KJIeTOUHBIX (pa3. CKopocTu nehOopMUPOBAHUS KJIETOUHBIX (pa3 onpeaesitoTCsl aKTUBHBIMUM HaTIpsI-
KEHUSIMHU, a TAKXKE 3aBUCST OT APYTUX HATIPSIKEHUI, IeCTBYIONINX B cpee. PellieHa MoaeibHAas 3a-
naya 00 3BOJIIOLIMU MepBOHAYAJIbHO OJHOPOIHOIO pacipenesieHUsI INIOTHOCTE KIIETOUHBIX (a3 B
GECKOHEUHOM IUIOCKOM cJioe. PaccMOTpeHBI ciiydyan (pMKCUPOBAHHOTO IOJOXEHUS TPAHULL CJIOS U
MX BO3MOXHOTI'O CMEILIEHUS TIPU OTCYTCTBUM BHEIIIHETO HarpyxeHus. [TokazaHo, 4TO MpeaIoXeH-
Hasi MOJIEJIb OITMCHIBAET SIBJIEHUE COPTUPOBKU KJIETOK: KJIETKH OJHOTO TUIIA 0OPa3yIOT KOMITAKTHYIO
Maccy, OKpPY>XeHHYIO KJIeTKaMUu APYroro Tumna. Pe3yabraTel pelieHus: NpoaeMOHCTPUPOBAIU, UYTO
MIPOLIECC COPTUPOBKU OKA3BIBAETCSI BO3MOXHBIM JIUIIb IIPU yUeTe HeJIOKATbHBIX 3aBUCMOCTEM aK-
TUBHBIX HAIIPSI>KEHUi OT TUIOTHOCTEM KJIeTOUHBIX (pa3. [IpeanoxeHHass MOaeb OTJIMYAETCS OT APY-
IMX MMOJXO0J0B K TEOPETUUECKOMY OITMCAHUIO COPTUPOBKHU BBEACHUEM B PACCMOTPEHUE MTapaMETPOB
U COOTHOILIEHU, UMEIOIIMX OTYETIMBBIM MEXaHUYECKU CMBICI (B YaCTHOCTH, 0€3 MCITOJIb30BaHUS
MIpEeACTaBIICHNS O “ITIOBEPXHOCTHOM HATSKEHUM B KJIETOYHOI cpele).

Kntouegvie cnoea: KJeTOUHbBIE CUCTEMBI, aKTUBHBIE CPENIbI, OMOI0TNYeECKOe (hOpMOOOpa30OBaHUE
DOI: 10.31857/50568528120060092

AKTUBHBIE MEXaHUYECKHE B3aUMOACUCTBHUS KIIETOK MEXIY cO00il 1 ¢ OKpYXKAIOIIUMH MX BHEKJIE-
TOYHBIMU KOMITOHEHTAaMU OUOJIOTUYECKOM Cpelbl UTPAIOT BaXKHEUIITYIO POJIb BO MHOTHX OMOJIOTHYE-
CKUX mpoleccax. B nx unciie popMooOpa3zoBaHUE B SMOPUOTEHE3E, 3aXKUBIICHIE ITOBPEXACHU MATKIX
TKaHeil, pa3BUTUE OITyXOJIeii, a TAKXKe COPTUPOBKA KJIIETOK Pa3]IMYHBIX TUIIOB, nMelomast ¢hpyHIaMeH-
TaJIbHOE 3HAYEHUE JIJISI UHIUBUIYAJIbHOTO pa3BUTHUS U HabIomaeMas B Kyabtypax. I[1poliecc copTupos-
KM (cemmapaliii) COCTOMT B TOM, YTO IepeMellIaHHbIe KJISTKM COBEPIIAIOT ABVKCHUSI, IPUBOISIINE K
GOpMUPOBAHUIO CTPYKTYP, B KOTOPBIX KJIIETKU Pa3HBIX TUIIOB pa3le/sioTcsa. B 4acTHOCTH, KJIETKU OfI-
HOTO THUITIa MOTYT 00pa30BbIBaTh KOMIAKTHYIO MacCy, OKPY>KEHHYIO CJIOEM KJIETOK APYroro TUTIA.

CopTtupoBKa KJ1eToK (0OBIYHO d3MOpPMOHAIBHBIX) U3Y4aeTCs B DKCIEPUMEHTaX, BBIIIOJHIEMbBIX Ha
IIPOCTHIX JIJAOOPATOPHBIX MOJEIISIX, K KOTOPLIM OTHOCSITCSI, HAIIPMMEDP, TOHKHUE CJION U OJIM3KHUE o hop-
Me K chepruyeCKUM IPOCTPAHCTBEHHBIE arperaThl, NOJIy4YeHHbIE TTepeMeIInBAHNEM IUCIIEPTUPOBAH-
HBIX KJIETOK, IIPUHAIJIeXaIX pa3HbIM SMOPUOHAIBHBIM TKaHIM [1—3].

TpaguMOHHO MOIEIMPOBaHUE KJIETOYHOI COPTUPOBKHU OCYIIECTBIISIETCSI Ha 6a3e Momeneil Tuma
KJIETOYHBIX MO3aMK C BBEIEHMEM HEKOTOPOM SHEPTUM, OIIpeAcisieMOi ITapaMeTpaMu, KOTOpbhIe Xapak-
TEPU3YIOT pa3IMYHble MEXAaHU3MBI B3aMMONEMCTBUSI MEXIY COCCAHUMU KJIETKAMU, T€OMETPUIO KOH-
TaKTOB MEXIY HUMU U T€OMETPUIO CaMUX KJIETOK (CM. 0030pHbIe padoTHI [2, 3]). [Ipenmonaraercs, 4to
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cucreMa CTpEMUTCA K MUHUMHU3allu 3TOM OHCPIUH. ,HJ'IH MOTUBUPOBKHM COOTBETCTBYIOIIMX COOTHOIIIC-
HUA NCITOJB3YCTCA IIPEACTABJICHUEC O pa3IMiyMM ITOBECPXHOCTHBIX HaTS>KEHU NP1 KOHTaKTE KIJIETOK
Pa3HbIX TUITOB.

Mexny TeM MHOTOYMCIEHHbIE SKCIIEpUMEHTaIbHbIE JaHHbBIE CBUIETEIbCTBYIOT O TOM, YTO KJIIOUE-
BBbIM (paKTOPOM, KOHTPOJIUPYIOIIUM COPTUPOBKY, SIBJISIETCSI pa3BUTUE aKTUBHBIX HAIPSIKEHUI: OAaB-
JIeHUE MEeXaHWUYECKO aKTMBHOCTH KJIETOK JIeJIaeT €€ HEBO3MOXHOI [1]. AKTUBHBIE HANPSIKEHUST CO-
3[1aI0TCSI COKPATUTEIbHBIMY 2JIEMEHTAMU LIUTOCKEIETa MPU yYaCTUM ITOBEPXHOCTHBIX OEJIKOB, 00ecIie-
YUBAIOIIMX TPOYHOCTD CKPEIJIEHUsI MEMOPaH JBYX COCETHUX KJIETOK (MEXKIIETOUHYIO aAre3uto). DToT
MPOIIECC MOXKET NMPOUCXOJIUTh, B YACTHOCTH, MPHU YYACTUU MOCTOSTHHO (POPMUPYIOLIUXCS U pa3pyliiao-
IIUXCSI BBIPOCTOB (TiceBaomnonuit). bojiee moapoOHoe 0O0CyXaeHWEe BO3MOXHBIX MEXaHU3MOB MEXKKJIE-
TOYHBIX B3aUMOJIEMCTBUI CM., Halpumep, B [1, 4, 5]. [Ipu TakoM Moaxoe oKa3bIlBaeTCsl HEBO3MOXKHBIM
YYET TPAaHUYHbBIX YCJIOBUM, T.€. pACCMOTPEHME B3aMMOAEHCTBUS pacCMaTpUBaeMOro o0beMa Cpefbl C
OKpYyXaloluMu o0beKTaMUu. DPEKTUBHBIN MOAX0I TPEOYEeT paCCMOTPEHUSI TKaHU KaK pacrpeesieH-
HOIi CUCTEMBI C YYETOM MOJIei aKTUBHBIX U TTACCUBHBIX MEXAaHUYECKUX CUJI, T.€. KOHTUHYaJILHOTO MO-
JeJIMPOBaHMSI.

Bénbias yacte paboT, MOCBSIIEHHBIX KOHTUHYaJTbHOMY MOJAEJIMPOBAHUIO aKTUBHBIX KJIETOUHBIX
CHUCTEM, UCTIOJIb3YyeT ypaBHEeHUS N1 HY3MOHHOTO TUTIA 111 0O BEMHBIX INIOTHOCTEH KJIETOK M MaTpUKCca
(BHEKJIETOUYHBIX CTPYKTYp TKaHM) [4, 6—11]. [1oTOKM TUTOTHOCTEI ONMpPenessTioTCs COOTHOIICHUSIMU,
YYUTHIBAIOIIMMU, TTOMUMO 3(hdeKTUBHON Iuddy3un, cOOTBETCTBYIOIIEH CaydyallHbIM KJIETOUHBIM
OJTy>KIaHUSIM, TaKXKe aKTUBHYIO HEJIOKAJIbHYIO COCTABJISIONIYI0, KOTOpasi UHTEPIIPETUPYETCS KakK Mpo-
SIBJICHUE MEXKJIETOYHOU anare3nr. Mopaeau 3Toil rpynnbl HPUMEHSUIMCh, B TOM YHCJIE, U TIPU MOJEIU -
pPOBaHHMU COPTUPOBKHU KJIETOK B T€TEPOTEHHBIX KIIETOYHBIX cMecax [4, 6, 10]. B KagecTBe TpaHUMIHBIX
YCJIOBUIA IPU PEIIEHNU MOJENbHBIX 33/1a4 UCIO0JIb30BAJIMCh YCIOBUS NMTEPUOANYHOCTU UJIU OTCYTCTBUS
TOTOKa Yepe3 HeMOABUXKHYIO rpaHully. HemocTtaTkoM Takoro pona Mojieaei oka3blBaeTCsi MTHOPUPOBA-
HUE CBSI3Y MOTOKOB C MapamMeTpaMu, XapaKTepu3yIIlIUMHU pa3BUBaeMble KJIETKAMU YCUJIUS U HaIpsi-
JKEHHOE€ COCTOSIHUE CPEBI.

MeTtonbl MeXxaHUKI MHOTOMa3HBIX CIUIONTHBIX Cpell paHee MCIOIb30BAIMCH IJIST MOIEIMPOBAHUS
aKTUBHOTO B3aUMOMECTBHS KJIETOK MEXITY CO00iT (B TOM UMCIIE M MEXIY KJIeTKaMH Pa3HBIX TUTIOB) U
C MaTPUKCOM B IIpOLIecCe Pa3BUTUSI OITyXOJIEBBIX TKaHEi M caMOOpraHu3aluu B KyJIbTypax TKaHel B pa-
6orax [12—15]. ByacTHOCTH, MOZIETMPOBAJICS MpOoLecC arperalny KieTok [ 13]. OTHOCHTeIbHOE IBIKE -
HUe $a3 paccMaTPUBAIOCH KaK BSI3KOE TEUCHME, a MEXaHWYeCKasi aKTUBHOCTh KJIETOK ONMUCHIBAIaCh
MOCPEACTBOM HEMOHOTOHHOI 3aBUCMMOCTHU JaBJICHUSI B KJIETOUHOI (pa3e oT ee 00beMHOI MIOTHOCTH.
I1pu TakoM TToAXOIe HE YIMTHIBATIACHh HEJIOKAJIBHOCTD KJIIETOUHBIX B3aMMOIEUCTBHI, C KOTOPOM CBsA3a-
HBI MHOTHE CYIIIeCTBEHHBIC HaOIromaeMble 3(P(EKTHI.

Hamu paspaboTaH oO1mii moaxon K MOASIMPOBAHUIO IPOLECCOB B MEXaHMYECKM aKTUBHBIX KJIe-
TOYHBIX Cpelax, HanboJIee ITOJTHO U3JIOKEHHBIN B [ 16] 1 OCHOBaHHBIIM Ha ITOCJIETOBATEIHLHOM IIPUMEHE-
HHMU METOJIOB MEXaHUKM MHOTO(a3HBIX Cpell C yYeTOM KakK JIOKAJIbHOIT, TaK M HEJTOKAJILHOM 3aBUCUMO-
CTH aKTUBHBIX HAMIPSDKEHUM OT XapaKTepU3YIOIINX Cpeay MapaMeTpOB. DTOT ITOAX0H ObLUI IIPUMEHEH K
aHanmn3y AeOpPMaIlMOHHBIX TIPOLIECCOB B TKAHSIX pa3IndHOM cTpYKTYphl. B [17, 18] n3yyanuch akTuB-
HBIE TIEPEYIIaKOBKH B IBYMEPHOM CJIO€, COCTABJICHHOM IUIOTHO MPMJICTAIOIIMMU OAHA K IPYroii KIeT-
KaMM (3MOpUOHAIbHBINM anuTenuii), a B [19, 20] — akTuBHBIE AeopMallii B TPEXMEPHOI Cpefie, COCTO-
SIIei U3 KJIETOK OJHOTO COpTa M MEXKKJISTOYHOM XKMIKOCTU. B HacToseit paboTte B paMKax TaKOTro
noaxoa padpaboraHa MOJIE/Ib MeXaHUYEeCKM aKTUBHOI cpelibl, 00pa30BaHHOI KJIeTKaMU ABYX Pa3JIny-
HBIX TUIIOB B IPUCYTCTBUU Kuakou dasbl. [IpencrasieHne o “ImoBepXHOCTHOM HATSKEHUN~ B KJIIETOY-
HOM cpefe, Ha KOTOPOM 0a3upyloTCs MHOTHE TEOPETUUECKUE MCCeIOBaHMsl, IPU MOCTPOSHUN MOAEIU
HEIMOCPEACTBEHHO He UCTOJb3yeTcsl. OObSICHSIEMbIE C €T0 MTOMOIIBIO 3 MEKTHI yaaeTcsl OnucaTh ¢ Mo-
MoIIbI0 (U3NIECcKU 0ojiee 000CHOBAHHOTO MeXaHM3Ma aKTMBHBIX MEXKJIECTOYHBIX B3aMOICIICTBUIA.
IMonyyeHHast Moesb IIPUMEHEHA K PEIIeHMIO 3aa4yu O COPTUPOBKE KJIETOK B OECKOHEUYHOM ILJIOCKOM
cJioe.

1. ObLIAAA MHOTI'O®A3HAA MOZEJIb

PaccmarpuBaeTcs crutonrHass MHorodasHast cpena, oOpa3oBaHHAsI KUIKOCTHIO U ABYMsI TUMIAMU
kieToK. KieTouHsle (pa3nl pasiuyaioTcs Mo (popMe 3aBUCUMOCTEM, ONpeAeIsIIONINX pa3BUTHUE aKTHUB-
HBIX HATIPSDKEHUI B 3TUX (Da3ax U UX aKTUBHOE Ae(dopMUpOBaHIe, CBSI3aHHOE C TiepeynakoBkamu. I1o-
clieayrolIre ypaBHEHUS HaIlMCaHbl B HEKOTOPOM CCTEME KOOpAWHAT HaOJIomaTesl.

OCHOBHBIM MEXaHU3MOM (l)OpMI/IPOBaHI/ISI noaen HaHpSDKCHI/Iﬁ B pa3BUBAarOINXCA TKaHAX ABJIACTCA
MEXaHMYCCKadad aKTUBHOCTD KJICTOK, OIIpEacjisaeMan IIECTBUEM IIPUCYTCTBYIOIIINX B HUX COKPATHUTECIb-
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HBIX CTPYKTYp. [1py onrcanuy TMHAMUYECKUX B3aUMOIECTBUM MeXIY KJIeTKAMH €CTeCTBEHHO BBECTU
JUIST KaXKJIOTO TUIIA KJIETOK KJIETOYHBIE HAIIPSDKEHUSI, XapaKTepu3yeMble TEH30paMU HanpsiKeHU Kak
HanpsKeHUS B OTAEIbHBIX KJIETKAX, OCPEIHEHHBIE 10 3JIeMEHTapHOMY 00beMY, 3aHUMAaeMOMY KJISTKAa-
MU 3Toro Tuna. OgHaKo 1T OTTMCAHUSI CUIT, PA3BUBAEMBIX ITPU KJIETOUYHBIX B3aMOACMCTBUSIX, STOM Xa-
PaKTEPUCTUKN HEAOCTATOUYHO, ITOCKOJbKY MPU B3aMMOIEHCTBUSAX KJIETOK CYIIECTBEHHA MPOCTPaH-
CTBEHHAsI MUKPOHEOTHOPOIHOCTh aKTUBHBIX CHJI Ha CYOKJIETOYHOM MacllTade, ImpoIafgaroiiasi IIpy Ta-
KoM ocpenHeHnu. CUiibl, IeMCTBYIOIIVE HAa CYOKIIETOUHOM MaciTabe, KakK pa3 U OTBEYaloT 3a CUJIOBOE
B3aMMOJIEHCTBUE KJIETOK, a 3HAYUT, U 32 UX B3aUMHbIC IBVDKEHMS, T.€. 3a MepeynakoBky. Haubomee
IIPOCTOI CIIOCO0 y4eTa 3TUX CUJI — BBEAESHUE NOIIOJTHUTEILHEIX (a3, B KOTOPBIX U Pa3BUBAIOTCS aKTUB-
Hble HanpskeHus [16].

JomonHuTebHbIE a3kl IBISIOTCS 00001eHHBIM MOHSATHEM. OHU MOTYT OTOXIECTBIISTHCS, HATIPU -
Mep, € TICEBIONOIUSIMU (AKTUBHBIMU BBIISTYMBAHUSIMU KJIETOK), COOEPKAIIUMHU COKPATUTENbHBIC 3J1e-
MEHTHBI LIMTOCKeIeTa (KJIETOUHOTO CKeJIeTa) WY C eAMHON MeXaHUYEeCKM HAIIPSKEHHOM CeThIO, COCTaB-
JIEHHOM MeMOpaHaMM KOHTAaKTUPYIOIIUX KJIETOK W BHICTWIAIOIIUMU UX MOBEPXHOCTHBIMU COKpATH-
TeJIbHBIMU CTPYKTYpPaMU.

Hanee cpema mpeArionaraeTcs COCTOSIEN U3 IBYX KJIETOYHLIX (0003HAYaloTCsI nHaeKcaMu 1 u 2) u
KUOKOM (MHIOEKC w) a3, a TaKKe TpeX JOMOJHUTEIbHBIX, TIOCPEACTBOM KOTOPBIX YUUTHLIBAIOTCSI aKTUB-
HBbI€ B3aUMOACHCTBUS KaK MEKIY KJIeTKaM1 BHYTPHY OOHOTO TUNa (MHAEKCHI 1 11 2), TaK 1 MEeXIY KJIeT-
KaMU, OTHOCSIIIIMMUCS K pa3HbIM KJIeTOUYHBIM (pa3am (nHuekc 12). Janee 6yaeM TOBOPUTH O KJIETOYHBIX
dazax 1 u 2, xxunkoii base w u monoJHUTEIbHBIX pa3ax 1, 2 u 12. UctuHHBIE TLIOTHOCTH (pa3, T.e. IUIOT-
HOCTH XMIKOCTHU U KJIETOK, OYIeM CUUTATh MOCTOSSHHBIMU U paBHBIMU MeX1y co00ii. O0beMHbIE KOH-
LIEHTPALIMU TPEX OCHOBHBIX (ha3, KOTOPbIE PaBHBI, TAKUM O00pPa30M, UX MAaCCOBbIM KOHLIEHTPALIUSAM U
MPONOPLUMOHAIBHBI PACTIPENETICHHBIM TUIOTHOCTSIM, 0003HayuM ¢, ¢, 1 ¢,, cooTBeTCTBeHHO. [anee,
TrOBOPS O TUIOTHOCTSX (pa3, Bcerma OyneM UMeTh B BUAY pacIipelelIeHHYIO IIIOTHOCTh. OGbeMOM JIOTIO-
HUTEJIBHBIX (pa3 OyaeM IIpeHeoperaTh 110 CPpaBHEHHUIO C 00beMaMM KJIETOYHBIX U XKUJIKOM (a3, 4To Co-
OTBETCTBYET BBIINOJHEHUIO COOTHOWEHUA ¢, + ¢, + ¢, = 1.

TeH3zop moHBIX HanpsskeHUit B cpene T nmpeacTaBiasieTcss CyMMOM HATIPSIKEHUsSI BO BHEKJIETOUHOM
KUIKOCTU, XapaKTepU3yeMOro TuIpOCTaTUUECKUM JaBJICHUEM p, HAIPSDKEHUM B ABYX KJIETOYHBIX (ha-

1) ) o @ Q2 12) 1) (2)
3aX 6 "M 6 ', a TAKXKC HAIIPAXKCHNU B JOITOJTHHUTCJIBbHbIX (1)a3ax T ,T HU7T . TCHSOpr T UT  Xa-

PAKTEePU3YIOT HAIIPSIKEHUST B TOITOJHUTENIbLHBIX (ha3ax, 00ecneynBaOIINX AKTUBHbIE MEXKIIETOUHBIE
B3aMOJICHCTBUS MEXKIY KJIETKAMU TOJIBLKO IIEPBOM U TOIBKO BTOPOil KJIETOUHBIX (pa3 COOTBETCTBEHHO,

12 .
a Tersop T2 OnMChIBAET B3AaMMOLEHCTBIE KIETOK, IPMHALIEXALIMX K PA3HBIM (ha3zam:

Wi (2)if i ()i

77 ==, px g" + 0" + 0,6°7 + 17 4 197 4 112 (1.1)

Ompenensioniyie COOTHOIICHMS IS aKTUBHBIX HAIIPSDKEHUI B JOMOJIHUTEIBHBIX (pa3aX YYUTHIBAIOT
XaO0TUUYECKYI0 AKTMBHOCTh KJIETOK, XapaKTepU3yeMYI0 COOTBETCTBYIOIIUMM NABJICHUSIMU, KOTOpPBIE
MPOABIAIOTCA B OTTaAJIKUBaAaHUU KIJIETOK. By,[lCM TaKKE Ipearojgaratb, 4YTo0 B aKTUMBHBIX HAIIPAXKCHUAX
IPUCYTCTBYET CTSATUBAIOIAsI COCTABJISIONIAs, OIpeIeisieMasi HEOJTHOPOIHOCTBIO pacpeIe/IcHUS Kie-
TOK MO c(hepruueckoil MOBEPXHOCTU S HEKOTOPOTO (hMKCUPOBAHHOIO JJIsd NaHHOW cpeabl paauyca R,
(panuyca JajJbHOAECKMCTBUS) C LIEHTPOM B paccMaTpUBaeMoOl TOUKE. DTOT paauyC XapakKTepusyeT 3¢-
¢deKTUBHOE pacCTOSTHME, Ha KOTOPOM IIPOUCXOAUT CUJIOBOE B3aUMOJIEHICTBYE KJIETOK I UMEET ITOPSIIOK
OIHOTO WJIM HECKOIbKMX KIETOYHBIX pa3dmMepos [20].

B okanbHOIT 1eKapTOBOIi CCTeMe KOOPIMHAT C LIEHTPOM B pacCMaTpUBaEMOI TOUKE IIPUMEM CJIe-
JIYIOIINEe 3aBUCMMOCTH JJIs1 TEH30POB aKTUBHBIX HAMPSKEHU OT 00bEMHBIX INTOTHOCTEN KJIETOK

V(%) = 1,1 + m —— - &,(0)[ 0,(x + r)N ® Nds (12)
1 1 41‘[R32 1 :E 1

12(x) = —TLI + my—— - 0,(x) [ 0,(x + r)N ® Nds (1.3)
2 2 4T[RS2 2 l 2

t"?(x) = 1 + "7 (x) + 2'(x) (1.4)

%) = 2 my0,(x) [ 0:(x + N ® Nais
4Tt R; < (1.5)
. .

(x) =

o a9 j ,(x + )N ® Nds
s S
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31ech r — paauyc-BeKTOP TOUKU Ha MOBEpXHOCTU cephl, I — eqHUYHBIN TeH30p, N — eMIMHUYHBII
BEKTOP HOpPMaJIX K TTOBEpXHOCTU cdepbl. s Touek, HaAXOMSIIIUXCs Ha pacCTOSIHUM, MEHbIlIeM R, OT
MOBEPXHOCTH, OTPaHMYMBAIOIIIC pacCMaTpUBaeMblii 00bEM Cpelibl, UTHTETPUPOBAHUE BEACTCS TOJIBKO
TOM YaCTH IMTOBEPXHOCTH C(ephl, KOTOpast JIEKUT BHYTPH 3TOTO OOBeMa.

[1epsoie cmaraemele B (1.2)—(1.4) onuchIBaIOT HEMMHETHOE aKTUBHOE COIIPOTUBIIEHUE KISTOK MX U3-
OBITOYHOMY COJIMKEHUIO, OOYCITOBJIEHHOE XaOTUIECKUM OTTaJIKMBaHMUEM KJIeTOK. bynem 1monaraTe mo-

JIOXKUTENBHO onpeneneHHsle ckassapsl [, [T, n 11, @yHKIMAMNI 0OBEMHBIX ITIOTHOCTEHN KJIETOK §; U 0,
OIIPENEIISIIOIINX CTENIEHb TAKOTO COIVKEHMUSL:

IM, = 11,(¢,0,), II, = 11,(¢,0,), I, = I1,5(¢;,0,) (1.6)

npuyeM 5TU GYHKUIWU JOJKHBI BO3pAacTaTh C YBEIUUYEHUEM OOBEMHBIX ITOTHOCTEH KJIETOK U CTpe-
MUTBCS K OECKOHEYHOCTH NP O; + 0, — 1, T.€. IpU NpUONMKEHUHU K TUIOTHOM ynnakoBke. Kpome Toro,
dyuxumsa I1,(¢;,¢,) crpemurcsd K Hymo npu ¢, — 0, dynkuns I1,(d,,0,) — npu ¢, — 0, a dyHKIMA
IT,,(d;,,) — Ipu CcTpEeMIJIEHUU K HYJIO JIIOOOT0 U3 €€ apTYMEHTOB.

[Mocnenyromue cimaraembie B (1.2)—(1.4) MMEIOT CMBICI HANPsSKEHWM, CO3MaBaeMBIX B pPe3yJIbTaTe

HamnpaBJIeHHbIX aKTUBHBIX MEXKKJIETOUHBIX B3auMoaeicTBuii. Bum atux cnaraembix B (1.2) u (1.3) ocHo-
BaH Ha TPeANoJOXEHUH, YTO aKTUBHOE HaMpsiXKeHre B JOMOJHUTEIbHOMN (ha3e 1 wiu 2 mporopiuo-

HaJIbHO KOHLUCHTpalInn (1)3.3]31 B JAHHOM TOYKE U €€ KOHIOCHTpalIMM Ha paCCTOAHNU RS OT 3TOM TOYKHU C

Y4€TOM HEOIHOPOMTHOCTH pacIipeneaeHNs 3TOi KoHlLleHTpauuu no cdepe S. B ypaBHenun (1.4) coot-
BETCTBYIOIIIEE cllaraeMoe ITOCTPOEeHO, KaK BUIHO 13 (1.5), aHAJIOTMYHO, HO C YI4ETOM IPUCYTCTBUS IBYX

Pa3IMYHBIX MEXaHU3MOB, OIIMChIBA€MBIX TEH30paMU 2y 2N, IlepBbIii 13 HUX COOTBETCTBYET aKTUB-
HOM poJiu Kj1eToK (a3bl 1 (mepBoe cooTHotieHue (1.5)), a BTopoil — KieTokK ¢a3bl 2 (BTOpOe COOTHOIIIE -
Hue (1.5)). Ecnu B3anMoneicTBrE KJIETOK OCYIIECTBIISICTCS MOCPEACTBOM IICEBIOIOAUI, aKTUBHYIO
POJIb UCHIOIHSIIOT KJIETKU, KOTOPbIE BRIOPACHIBAIOT IICEBIONOINN U C UX ITOMOIIBIO paCcIIaCThIBAIOTCS
U TIOJI3YT MO JIPYTUM KJIETKaM, a MaCCUBHYIO — KJIETKU, UTpalollre poJib CyOcTpaTa ISl pacijacTbiBa-
HUs akTUBHBIX [20]. KoadduuneHTsl m,, m,, m;, U m,, IOJIOXUTEIbHBI B COOTBETCTBUM C TEM, UTO Ha-
MpaBJIeHHbIE aKTUBHBIE HAMpsikKeHUs! (B OTIMYME OT XaOTMYECKMX) CTITMBAIOT, a HE pacTaJKUBalOT
KJIETKH.

st cpenbl, 00pa3oBaHHOM OMHOI KJIeTOYHOM (ha3oit, B [20] aHanoruunoe (1.2) ypaBHeHMe 111 aK-
TUBHBIX HANIPSDKEHUH CBOMWIOCH K AuddepeHITMATEHOMY TTOCPEICTBOM Pa3IOKECHUS IMTOIBIHTETPaTb-
Hoii yHK1MM B psia Teiiiopa 10 4WieHOB BTOPOTo Mopsiaka. B aTom ciiyyae aHM30TpOTMSI aKTUBHBIX Ha-
MIPSIKEHUM OMpeaesieTCs] BTOPBIMU IIPOU3BOTHBIMUA OOBEMHOM INIOTHOCTHU KJIETOK IO KOOPIMHATAM.
B Hacrosmeit padoTte B pacueTax MCIOJIb3yeTCS HEITOCPEACTBEHHO NCXOIHAsI MHTerpabHas (popMa.

VpaBHEHUST UMITYJILCOB IS (pa3 IpUMEM B MpeHeOpesKeHNU MHEPITMOHHBIMU 3P (PeKTaMH B CIIEY-
Iollei, TPaTUIIMOHHON 111 MeXaHUKU MHOTO(a3HbIX cpel, (hopme:

div((j)lc(l)) +F, +F, +F 4 +F 4, =0
diV(¢2G(2)) -F,+E,+F 4, +F,, =0
_V(q)wp) - Flw - F2w =0
divt” - F =0
diV 1(2) - F2)12 = 0

. (12) _
divt ™ - Fl,‘:l2 - F2,112 =0

(L.7)

CyMma Bcex ypaBHeHUi maet ¢ yuetoM (1.1) ypaBHeHue paBHoBecus 1jis cpensbl B 1ieoM div T = 0.
3neck F, — cuna B3aumoneiicTBus Mexay epBoil u BTOpoit KiieTouHbiMu dazamu, K, (k = 1,2) — cuna
B3aNMOACHCTBUSI MEXIY k-1 KIeTOUHOM (pa30if M KUIKOCTHIO, Fk,Tk — CuJia B3aUMOJIECTBUS MEXKIY

k-1t xyleTo4HOH (ha3oii 1 CBS3aHHOI TOJIBKO C HEl NOMOIHUTENbHOU da3oil, K, ,, — cuia B3anmoneii-
CTBMSI MeXny k-t KIIeTOUHOI (a30ii M “IIepeKpecTHOM”’ TOIIOJHUTEILHOM (Pa30ii.

B o6mieMm ciyyae mis OMOJIOTMYECKUX TKaHel, 00pa30BaHHbBIX ITepeMEIIAIOIINMUCS OJHA OTHOCHU-
TEeJIbHO APYroi KiaeTKaMu, TEH30Pbl CKOPOCTEM nedopManuy KJIETOYHBIX (a3 MOXHO IIPEeICTaBUTH B
BUJE IBYX COCTABJISIIOIINX: CBSI3aHHOM ¢ nedopMaliveil caMuX KJIETOK U OIpeaessieMoil UX mepeyra-
KoBKoi1 [17]. B HacTos1eli padoTe mpuMeM OOIYIIEHHE O MaJIOCTU CJIaraéMoro, OMKUChIBAIOIIETO CKO-
pocTh nepopMannu 3TuX (a3 3a cueT HedopMaIny KISTOK B CPABHEHUH CO CKOPOCTBIO HEYITPYTOTO Je-
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dbopMUpOBaHUS, CBI3aHHOTO C IepeyIlaKoBKaMU. bylieM 1moaraTh, 4To TeueH1e KIIETOYHBIX (ha3 onpenensi-
€TCs aKTUBHBIMU HaNpPSDKEHUSIMU, IIpUYEM TedeHMeM Kaxknoil ¢a3bl HEIOCPEICTBEHHO YIIPABIISIIOT
AKTUBHBIE HATIPSDKEHUS KaK B CBI3aHHOM C HEM JOIMOJHUTEILHOM (hase, TaK U B ITEPEKPECTHOM JOITOTHU -
TelbHOM (paze 12. Kpome Toro, Ha 3T0 TeUeHUE OKA3bIBAIOT BIIMSTHUE BCe HANIPSKEHUSI, IIPUCYTCTBYIO-

1 2
e B OCHOBHBIX (1)3.33.X w, 1u2: JAaBJICHUEC XKNIKOCTHU p N KJIICTOYHBIC HAITPSAKCHU A G( ) n 6( ).

OrpaHUYuMCsl JTUHEMHON M30TPOIHON (POPMOI COOTBETCTBYIOIIMX 3aBUCUMOCTE U Oymem s
OIIpeNieICHHOCTH IMpeHeOperaTh BO3MOKHOI B M30TPOITHOM CJTydae OTIEJIbHONM 3aBUCMMOCTBIO OT IIfa-
POBBIX YacTell TEH30POB, XapaKTepU3YIOIINX HaIlpskeHus1. Torma mMeeM 11T TEH30POB CKOPOCTEH ae-

dopmarmii das e 1 e® coornHowmeHust
e — _ 1 0 _ 1 12 _ 1 24210 4 1 L+ 1 " _ 1 6?2
2y, U1, 245, 2y, 2y 2 (1.8)
e? = _ 1 2 _ 1 A2 1 2204 1 pL+ 1 e? 1 Q)
2U,, Uy, Uy 2U,, 2y 2y

Koadduiimenrtsl, Bxoasiinue B 3aBucuMoctu (1.8), MoryTt, BoobI1ie roBopsi, 3aBUCETh OT (ha30BbIX
KOHLIEHTpALMii §; ¥ ¢, ¥ MOJIOXKUTENbHBL. PazBriBaeMble B TOMOTHUTENBHBIX (ha3ax aKTUBHbBIE PACTSITU-
Baloll1ie€ HAMPSIKEHUSI CTUMYJIMPYIOT COTMKEHUE KIETOK, T.€. YIJIOTHEHME (CXKaTue) KJIeTOYHOM dasbl,
C KOTOpPOit OHU CBsI3aHbl. [laBeHNEe B XMUIKOCTHU, PACTSITUBAIOIINE KJIETOUHbIE HAMTPSIXKEHMS B paccMar-
puBaeMoii hase u cXUMaloIe KISTOYHbIC HATIPSIKEHUS B cOceTHe (haze 3TOMY YIIIOTHEHUIO TIPETIsiT-
CTBYI0T. Pa3znenbHoe B 001IeM citydae IpucyTcTBue B (1.8) IBYX COCTaBIISIIONINX “TIepeKpPEeCTHOM” aK-

o 12
TUBHOU CHJIbI T( ) CBS3aHO C TEM, UYTO 3TH COCTaABJIAIOIIME COOTBETCTBYIOT pa3HOMY XapaKTEpy B3aNMO-

IEeNCTBUS MEXAY KIIETKaMM, ITpUHAAJIC2KalllMMHN K pa3HbIM (1)333M.

CootHonteHus (1.8) yauThIBaroT aBa GU3NYECKU pa3IMYHBIX MeXaHn3Ma. [lepBEIe TpU cl1araeMbiX B
MpaBbIX YaCTSIX KaXKI0T0 M3 HUX OTBEYAIOT 3a IMIEPEeMEICHMSI KJIETOK BCJIEACTBIE UX MEXaHUYECKOM aK-
TUBHOCTM, YIIpaBisseMOll aKTUBHBIMU HampsbkeHusiMU. Ilocienyroliye Tpu cjaraeMbIX OIMCHIBAIOT
BJIIMSIHUE Ha TeYeHME KJIETOYHOM Ccpellbl Pa3JIMYHEIX IIPUCYTCTBYIOIIMX B HEM MeXaHUYECKMX Cul (Ha-
MPsSKeHUI B KJIETOYHBIX (pazax). DTOT MexaHU3M (OpMaIbHO aHAJIOTUYEH OOBIYHO BSI3KOCTH, XOTS B
AKTMBHOM KJIETOYHOM CpEJe U B HETO OKAa3bIBAETCSI BOBJIEUYEHHOI aKTMBHAs IMEPECTPOiiKa KOHTAKTOB
(KJTeToYHasI aare3us).

IMocKOJIBKY B paccMaTpUBaeMON MOIEIIU ApYyrue e opMaly, KPOME OIUCHIBAEMbIX 3aBUCUMOCTSI-
Mmu (1.8), KaK yKa3aHo BBbILIE, HE YYUTHIBAIOTCS, TeH30pbI ) 1 e® UrpatoT posb OJIHBIX CKOPOCTEiA e-
dbopmanmii pas U NTOTUNHAIOTCI KHNHEMATUYECKAM COOTHOLIEHUSIM

m_1 @ _1
ey = E(Vivlj +Vw), e = E(ViVZj +V ,vy) (1.9)
ByneMm cuMTaTh, YTO B Cpele OTCYTCTBYIOT KJIETOUHBIE A€IeHUs, TOeIb KIETOK U MOTOKU MacChl
MeKIly OCHOBHBIMU (ha3aM (KJIETOUHBIMU U XUAKOI). C y4eTOM MOCTOSIHCTBA U paBEHCTBA MEXKIY CO-

00if ICTUHHBIX TUIOTHOCTEM (ha3 UMeeM CIeAyIolIne YpaBHEHUsI Hepa3pbIBHOCTH:

% +V - (@) =0, %+ V- (0,v,) =0, aé;it“ V-o,w) =0 (1.10)

2. O BBIPAXEHUWAX JJIA MEX®A3HBIX CUJT

B cootHomeHusix (1.7) mpucyTCTBYIOT 7 BEKTOPOB, IIPEACTABIISIONINX CHJIbI, I€HCTBYIOIINE MEXITY
dazamu. st nomoHUTEIbHBIX (ha3 1 1 2 HeT HEOOXOAMMOCTHU MOCTYJIUPOBATh KaKUe-I100 oTpeneisi-
IOIIME COOTHOLLIEHUS. DTO CBA3aHO C TEM, UTO OHU “TIPUBSI3aHbI” K COOTBETCTBYIOILIUM KJIETOYHBIM (ha-
3aM, T.€. U1l HUX HE pacCMaTpUBAIOTCS CAMOCTOSITE/IbHbIE 3aKOHBI JBUKEHUS (M COOTBETCTBEHHO KU-
HeMaTUYEeCKUE XapaKTepucTuKu). lomomHuTeNbHas das3a 12 Takke He OCYIIECTBIISIET CAMOCTOSITEb-
HOTO JABUXEHUS; TEM He MeHee, ITOCKOJIbKY OHa MpUBsSi3aHa K 00erMM KJIETOYHBIM (pazaM, BOZHUKAET
HEOO0XOAUMOCTh yKa3aTb, KAKMM 00pa30oM JIeHCTBYIONIAS Ha HEe CUila paclipe/iesieHa MeXIy 3TUMHU ¢a-
3amu. [IprHSB BO BHUMaHUE, YTO HA MUKPOYPOBHE CTPYKTYPHBIE 3JIEMEHTHI TOTTOJIHUTENIbHOM (ha3bl 12
HaxoJsITCS B KBa3UPaBHOBECUU 1 UX pa3Mep MaJjl B CpaBHEHMU C XapaKTEPHBIMU pa3MepaMu 3ajauu, Oy-
JleM Tiojlarathb, 4To

F1,r12 = Fz,ﬂz =Fy, (2.1
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BT0 0COOEHHO HAIISIIHO B CiIy4dae, Koraa asa 12 oToXaeCTBIISIETCS C IICeBAONOANSIMHY (aKTUBHBIMU
BBIPOCTaMM KJIETOK). B caMoM Jiesie cuiibl MeX Iy Kaxkaou ICeBAONOAUEN U IBYMSI KJIETKaMM, C KOTOPbI-
MU OHa CBsI3aHa, paBHBI IT0 MOIYJIIO 1 IIPOTUBOIOJIOXHBI, a HEHYJIeBas C1JIa B3aUMOIeAICTBUS B MOACIN
onpeneisieTcsd IPOCTPAaHCTBEHHOUW HEOTHOPOIHOCTBIO 3THUX PaBHBIX MEXAY COOOI CUJI IIPU OCPEITHE-
HUM 10 MaKPOCKOIMMYECKOMY MacIlITaoy.

Bbynem nmonarate, yto cuisl K, (k= 1, 2), neiicTBytolne MeXy XXUIKOU U TBEPABIMU (KJIETOUHBIMU)
dazamu, pU3NIECKU CXOIHBI C AaHATOTUYHBIMU CUJIaMU B 10001 mopucToit cpene. st ciydast onHOM
TBepAoi ¢a3bl BONPOC MOAPOOHO UCCAENOBAH U OOOCHOBAHO JAaBHO CTaBlliee TPAAUIIMOHHBIM TIpe-
cTaBJIeHHWE MeX(a3HOU CHIbI KaK CYMMbl BSI3KOM CUJIbI, MPONOPILIMOHAIBHON Pa3HOCTU CKOPOCTEM
¢as, 1 cusbl 1aBIeHUs, paBHON MPOM3BEACHUIO JaBJAEHMS B XXKUIKOCTU Ha TPAIUEeHT €€ KOHLIEHTpallun
[21—23]. O6001IIMM COOTBETCTBYIOIILYIO (POPMYITY Ha CITydait IBYX TBEPABIX (a3, IIPEAITOIOXKNIB ITPOIIOP-
LIMOHAJIbHOE KOHIIEHTPALMIM pacIipeie/IeHUe CUIbI JaBJICHUSI MEXX Iy TBEpAbIMU (pa3aMu U OTCYTCTBHUE
MepeKpecTHhIX MexK(ha30BbIX 3(MEKTOB 151 BI3KOM CUIIbBI:

By = —p—2 Vo, +k - (W -v), By, =—p—2 Vo, +k-(w-v,) (2.2)
o+ 0, o + 0,

3[ech v, U vV, — CKOPOCTU TMEPBOI1 U BTOPOIi KJIETOYHBIX (ha3 COOTBETCTBEHHO, W — CKOPOCTb XKW/ -
KOCTH, a K, 1 k, — TeH30pHbI BSI3KUX KOaddULMEHTOB. B yacTHOM cilyyae MOCTOSIHHOW MIOTHOCTU Of-
HOI1 U3 ABYX TBEPAbIX (ha3 BbIpakeHUE TaKOW CTPYKTYpPbl UCTIOIb30BaIOCH B [15].

HaubGonpbuiyio CI0KHOCTb NPEACTABISIET MOJTyYeHUE BbIpaKeHUs A4 cuibl F, ¢ KOMITIOHEHTa-
MU F)y;, IEACTBYIOLIEH MEXIY ABYMS KJIIETOUHBIMU (TBEpAbIMU) dha3aMu. {1 paccMaTprBaeMOM cpeibl
CylIeCTBEHHa CUJIbHAasi HEOIHOPOIHOCTb HAaMPSKEHU Ha MUKPOYPOBHE, BO3ZHMKAIOIIAST BCIAEACTBUE
pPa3IMYHON MEXaHNYEeCKOW aKTUBHOCTU KJIETOK Pa3HOIO TUMA U MPOSBIISIONIAscs, B YaCTHOCTU, B Cy-
IIIECTBEHHOM HECOBMAAEeHUU CPEIHMX HaAIPSDKEHUI B KIETOUHBIX (hazax. Bormpoc o BbIpaxkeHUU IS
Mexkda3Hoii CUJIbI B TAKOM cpelie B IuTepaType He paccMaTpuBajcs. MOXXHO TOBOPUTD JIMIIb O HEKOTO-
PBIX YACTUYHBIX aHaJToTusIX [24, 25].

bynem nipennonarath, 4To MeXIy (pazaMu UMEET MECTO BSI3KOE MPOCKalb3blBaHUE U, TAKMM O0Opa-
30M, IPUCYTCTBYET COCTaBJISIOIIAsI 3TO CUJIbI, TPOMOPLMOHATbHAS CKOPOCTH X OTHOCUTEIBHOTO T1e-
peMelleHUSsI, BBIpaXKEHUE JIJIs1 KOTOPOI €CTECTBEHHO MPUHSTH B TOM XK€ BUJIE, YTO U BbIILIE U151 B3AUMO-
JIEWCTBUS MEXIYy TBEpAbIMU (hazaMU U XUIKOCThIO. [IJIs1 cocTaBisitoneit MexXha3HOoI CUIbI, BOZHUKA-
IOIe M3-3a HOPMaJILHOTO B3aMMOJEUCTBUS (a3, pacCMOTPUM OCpeJHEHUE MUKPOCKOIMYECKUX
COOTHOILIEHU I, TPUMEHSISI MAKCUMAaJIbHO TIPOCTYIO CXEMY, COXPaHSIIOIILYI0 OCHOBHbIE OCOOEHHOCTHU CU-
creMbl. HopmasibHOE B3auMoeiicTBre (ha3 XapaKTepu3yeTcsl JaBJICHUSIMU B HUX:

1 1
) =—§11<c“’> uop, =—511<c(2>>

1 2
roe [ 1(6( Nul 1(6( ’) — TepBble MHBAPUAHTHI COOTBETCTBYIOIIHIX TEH30DOB.

BcaencrBue cyiecTBeHHOM HEOTHOPOAHOCTY HAIIPSKEHUI cpegHee 00beMHOe TaBJIeHE B ha3e He
COBMAJAET CO CPEIHUM JaBJIICHUEM B Heil Ha MexX(a3HOi MOBEpXHOCTU. MUKPOCKOIIMYECKUE JaBICHUS
B (pa3ax Ha MexK(da3HoIi rpaHulIe paBHbI MeXIy COOO0, BCIEACTBME YEr0 COBNANAIOT U OCPEeTHEHHBIC

JIaBJIeHUsI Ha TpaHulle pasaeia ¢as. JlaBireHue Ha Mexk¢a3HOM MOBEPXHOCTU OyaeM 0003HAYaTh psx.
PaccMoTpuM Manblit mpeacTaBUTEIILHBIN 00beM cpenbl V ¢ rpannneit . O0beM COCTOUT M3 Tpex

006eMOB: V' =V, +V, + V,, (cnaraeMsle COOTBETCTBYIOT IByM KJIETOYHBIM (pa3aM M XXKUIKOCTH COOTBET-

cTBeHHO). IlycTh cHavana xxuakas gasa orcyrcTByeT: V' = V| + V,. Takum obpasom, ¢, + ¢, =1, rae @,

U (¢, — KOHLEHTpalUUK KJIETOUYHBIX (a3. O0beMBI MPEAIOJIaraoTcs CBsI3HBIMUA. PaccMOTpUM ocpenHe-
HHe MUKPOCKONMUYECKOTO pacHpeaecHUs JaBlIeHuii B ha3ax B n1Ba 3Tara. CHavaja OyneM OoCpenHsITh
MUKPOCKOMUYECKIME MepeMeHHbIE B MacIluTabe XapaKTepHOIro pa3Mepa AUCIIEPCHOCTU, T.€. B TAKOM
Macirabe, Ha KOTopoM (pa3bl IpUCYTCTBYIOT pasaesibHO. BTopoii aTam ocpegHeHUsT — Mo oobemy V,
pa3Mep KOTOPOTO MHOTO OoJibllle. BeluuuHBI, MOJy4eHHBIC B pe3yibTare “MeJKoMacIITaOHOTo”
OCpeaHEHUSI, IJI1 OCHOBHOM (“TIOTHOMAcCIITAaOHOI1”) mpoueayphl OCPETHEHUS SIBISIOTCS MUKPOCKO-
nuaecKuMu. byneMm moMedaTh Takve BEIMYUHBI IITPUXOM.

CBs3b MEXY JaBJICHUSIMU, CPETHUMU B MacluTabe JUCTIEPCHOCTU Mo 00beMy dasbl p;, (Kk=1,2) n
IO €€ TpaHMIIe ¢ APYroii ¢has3oil px, ONpenesieTCsl pacupeneleHueM IaBJIeHUiA BHYTpY 3Toil pasbl. Pac-
npenesieHUe NaBJCHU BHYTPU BKIIOUEHUI HEU3BECTHO, HO €CTECTBEHHO IPEANOJIOXUTh, YTO UYeM
60Jb11Ie 00BbEM YacTull k-it dhasbl (T.e. GoJblle ee JIOKaTbHAs 00beMHasT T0JIS @) ), TeM OOIbIIIas YacTh
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Mex(}azoBOro Tepernajia CpeIHMX IaBIeH il [p; — py| npuxonutcs Ha o1y dasy. [1peanonoxum, uTo 10-
JIs iepenazga CpeHUX AaBJIeHUM, IpUXoIsIIasics Ha Kaxaywo us das 1 u 2 (|p, — pk|, K = 1, 2), nponop-
HUOHAJIbHA OTWHAKOBOM IJIST 00enx a3 GyHKIIMU X KOHLEeHTpauii. Torma, moJIOXKUB IJIST OIIpee-

JICHHOCTH, YTO p, > p, Y YUTsl, 4TO OOliiee Uit 00enX (a3 gaBjieHre Ha TPAHUIIE MEXITY HUMU UMEET He-
KOTOPO€E TIPOMEXKYTOYHOE 3HAYEHUE (p; > px > p), IMEEM 3aBUCUMOCTD

h— P y(e)

px =Dy W(Q,)
rae Y — Bo3pacratoasi pyHKINsI, CTpeMSIIIAsICS K HYJII0 IPU CTPEMJIEHUHU K HYJIIO ee aprymeHTa. OT-
Croaa 1rmoJjgy4dyacm ajisd p:k BBIPpa>XCHUEC

e = DV(@) + Pv(@) (2.3)
Y@ + W(@))

)Z[anee paccMaTpuBacm noJIHOMacllITabHoe OCPEAHECHUCE I10 BCEMY O6’beMy V, pasMEep KOTOPOTO MHO-
ro OOoJIbIlIe XapaKTCpHOTIO pa3sMeEpa MeJIKOMAaCIITaOHOro OCpPCIHCHMA. HpI/I 3TOM OCPCIOHAIOTCA BEJINYUN -

HBI, TIOJIyYeHHbBIEC B pe3yJibTaTe 3TOr0 MepBOHAYAILHOTO ocpeaHeHUsl. CrilakeHHbIE TaBICHUS p; U p,
omnpeelieHbl B KaXI0i TOuKe 00beMa. B cooTBETCTBMU ¢ 3TUM B Kax1moii Touke 1o popmydie (2.3) dop-

MaJIbHO OIIPE€OCTICHO 1 MC}K(l)HSHOG JaBJICHUEC p:k

Cuna naBineHus B, neficTBylolast B o0obeMe V' co CTOpOHBI BTOPOIA (hasbl Ha MEPBYIO paBHA

P =— j Phnds = — j Pinds + r{ Pinds (2.4)

2 DI

rae X, — 9acTh BHEIIHEW TPaHUIIBI X, IPUXOasasics Ha mepBylo dasy, a #; — KOMIIOHEHTHI BEKTOpa
HOPMAaJIM K COOTBETCTBYIOIITNM TTOBEPXHOCTSIM.

IMpenmomnarasi, yto moJist a3 B MJIOLIAAN BHELIHEH rpaHUIIBI ACUMITTOTUYECKM paBHA X OObEMHBIM
KOHILIEHTPpALMsIM U peobpasys B (2.4) TOBEPXHOCTHBIE MHTETPaJibl K 0ObEMHBIM, a 3aTeM aCUMITOTH-
YeCKH Mpeodpasyss MHTeTpal 1o oobeMy V; K MHTeTpaiy 1o oobeMy V, moxydaem

By == [ pinds+ | piginds = [ V.pidv + [V (pig)dv = | iV gidv 2.5)

PIPEDON > |4 v Vv

OTHOCs OKOHYaTeIbHOE BbhIpaxkeHUe (2.5) K 00beMy V' 1 IpuHUMasi, 4TO CpeaHee OT MPOU3BENCHUS

paBHO TIPOMU3BEIACHUIO CPEIHUX, MOJydaeM ciedylollee BbIpakeHUe sl OCpeAHEHHO! Mo obobemy V'
MexdazHoi cuitbl Py,

Py = V9 (2.6)

CBA3bIBAIOIIECEC YK€ CPEAHUCEC I1O O6’bCMy Me}K(I)ElSHOC JaBJICHUEC N (1)&30By10 KOHIOCHTpAIMIO.

[Ipumem, 4TO CBSI3b MEXAY TPEMSI YIUTHIBAEMbBIMU IaBJIeHUSIMU (2.3) coxpaHseTCs TSI IOJIHOMAC-
IITAOHBIX CPESAHUX:

— PI\V((Pz) + pZW((pl) (27)
y(ey) + W(p,)
IMoncrasasst cootHotueHue (2.7) B (2.6), mony4aeM st MexX@a3HOM CUJIBI 3aBUCUMOCTD OT AaBJie-

HUI p, U p,, KOTOPasi IIpU p, = p, = p IJIs1 TIOOOro BUna GYHKUMU Y TOXKAECTBEHHA TPAAULIMOHHOM 3a-
BUCUMOCTHU 3TOM CUJIbI B 3aITOJTHEHHOI XKMIKOCTHIO IOPUCTO cpeae OT NaBASHUS B XXUAKOCTU:

Ry = pV¢, = —pV,0,.
OrpaHU4YMMCsI MAaKCUMAaJIbHO MPOCTHIM MPEAIOI0XEHUEM O IMHEHHOCTU pyHKUMU Y. Torna, yuu-
TBIBas, 4To Y(¢Q,) — 0 ipn ¢, — 0, UMeeM 3aBUCUMOCTB W((P, ) = mQ;, (1 — TOJIOXKUTENbHAsS KOHCTaH-
Ta), a BeIpaxeHue (2.7) ¢ y4eTOM paBEHCTBa ¢, + ¢, = 1 mpeobpasyeTcsi K BULY

D = Q01 + O py (2.8)

N3BECTHUA PAH. MEXAHUKA XKUAKOCTU UTA3A Ne 6 2020
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IMoncrapnsist (2.8) B (2.6) 1 TpUBOIS MONMYYESHHOE BhIpaXkKeHUEe K (popMe, B KOTOPOM rpagfieHThI KOH-
LIEHTpaluii a3 MpUCYTCTBYIOT paBHOIIPABHO, IT0JIy4yaeM

Py = 0,pV,0, — 0,0,V 0, (2.9)
BripaxeHue, opmanabHO coBriaaawiiee ¢ (2.9), 6bU10 MOIydYeHO U3 TEPMOIMHAMUYECKUX COO0pa-
KeHUit B [26] M cMecH BA3KMX XXKUIKOCTEIA.

BepHeMcs K pacCMOTPEHUIO Cpelibl, BKIIOYAKOIICH, KpOME ABYX KJIETOYHBIX (a3, XXUIKOCTh. [1pu Tex
Ke JABIIEHUSIX B KJIETOUHBIX (Da3ax U TeX 3Ke KOHIIEHTPAIUSIX KJIETOYHBIX (a3 MO0 OTHOIIEHUIO K CyM-
MapHOM KJIeTOYHOH (ase

T
b
O+ 0, O + 0,
MexxdasHasl cuia AaBieHus OyneT maaaTh MPU pocTe KOHLEHTPALMU XKUIKOCTU M3-32 YMEHBIIEHUS
TUIoNIaAel KOHTAaKTa MexXay KiaeTkamu. [IpuHsSIB 3aBUCMMOCTb 3TOU CUJIbI OT KOHIEHTPALUU XUAKOMN
dassl ¢,, B TpocTeiiiieM ciy4yae JMHEHHONH W yYUTBIBas, 4To Npu ¢,, = 0 mMeeT Mecto gopmyina (2.9),
IOJIy4aeM, 4TO CUJIA NponopuuoHanbHa 1 — ¢, = ¢; + ¢5:

¢

Py = (0 + 0)(0:0V, 0, — 0,0,V ,0,) = ¢21’1Vi( Ll )_ ¢1P2Vi( L ) (2.10)
¢ + 0, ¢ + O,

Jnst citydast paBHBIX JaBJieHW# B TBepAbIX (hazax (p, = p,) GOPMYIIbI, CXOTHBIE TIO CTPYKTYpe (HO He
BITOJIHE coBnanaromue) ¢ (2.10), panee npemiaraiich 0€3 AeTAILHOIO 000CHOBAHMS 1 UCITOJIb30BAINUCh
IPpY MOAESIMPOBAHUY OMOJIOTUUECKUX cpel B [24, 25]).

7151 TOJTHOM CUJIbI B3aMMOECTBUSI IBYX KJIETOUHBIX a3 F|,;, COCTOSIIIEN U3 CUIIBI JABJIEHUS U BSI3-
KO KOMIIOHEHTbI, UMEEM

F, =Py +kj, (v, —v) = ¢2P1V(¢1 q-l)-l(sz - ¢1P2V(¢l qj_z%j +Kkpp - (vy—v) (2.11)

rrae kK, — TeH30p BA3KUX KO(DOULMEHTOB MPU MPOCKAIb3bIBAHUU KJIETOUHBIX (a3 OAHA MO IPYTO.

B dopmynax (2.2) u (2.11) Baskue koaddunmentsl k;, k, u k;, nanee 0yayt npeamnosiararbcs apo-
BbIMU (B COOTBETCTBUM C OOIIMM JOMYIIEHUEM 00 U30TPOINUU CPEIbl) U TIPOMOPIIUOHATBHBIMHA TIOT-
HOCTSIM B3aMMOJEHCTBYIONINX (ha3:

k; = k00,1, Ky = k00,1, K = k00,1 (2.12)

C yueToM cooTHolteHuit (2.1), (2.2), (2.11) u (2.12) cucrema ypaBHeHuii (1.1)—(1.10) ctraHoBUTCS 3a-
MKHYTOM, €CJIV 3aJaHbl BXOISIINE B Hee QYHKIIUY 1 KOI(DOUITNEHTHI.

3. IOCTAHOBKA 3AJAYM O PACCIIOEHMNU KIIETOK
B BECKOHEYHOM IIVIOCKOM CIJIOE

B kauectBe HenmHetHBIX dyHKIWMI [1,, [1, 1 I1;,, onmrCchIBaOINX XaOTUYECKYIO aKTUBHOCTD KJIIETOK,
MPETSITCTBYIOLIYIO UX U30BLITOYHOMY COJIMKEHUIO, MOTYT OBITh MPEIIOXEHBI Pa3INnYHbIe COOTHOIIIE-
HUSI, KOTOpBIC YAOBJIECTBOPSIOT C(hOPMYIUPOBAHHBIM BbIllle TpeOOBaHUSIM. Bo3MoOXXHOI (hopMOit TaKux

3aBUCUMOCTE SIBJISIIOTCS APOOHO-pallMOHaNbHbIe (PYHKIIUKM KOHLEHTPpaUuii ¢, U ¢,, MMeIolIue B 3Ha-

MeHaresne 1 — ¢, — 0,, a B YucauTesie ONHOPOIHbIE (DYHKIIMY OAMHAKOBOM cTerneHu. B nanbHeliem Oy-
JIeM UCTIOJIb30BaTh CAEAYIOIINE BbIpAXKEHUSI:

2 2
IT, = E, —(Dl , I, =E —(Dz , = Elz—q)lq)z (3.1)

-0, -9, -0, -9, 1=0; -6,
Cxopnnble 110 (popMe ¢ (3.1) 3aBUCMMOCTHU UCITOJb30BaIUCh B [15, 24], a Tak:ke B Hauueli padote [20].

B ypaBHeHusx (1.8) cokpaTM 4MCI0 HE3aBUCUMBIX KO3(h(UIIMEHTOB, TIpearioyaras, 4To BIUSHUE
Ha Heyripyroe aedopMupoBaHue KJIETOUHOH (a3bl CUIIOBOTO BO3AEHCTBUS ApYruX a3 (KUAKOU u apy-
roii KJIETOYHOM) MPOMOPILUOHAIIBHO UX KOHIEHTpalusaM. KpoMe Toro, mpuMeM Ijisi MPOCTOTHI, UYTO
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12 21 12
KoMroHeHTsl T n 72! “IIepeKpecTHOro” aKTMBHOTO HAMpPsIKEHUS 1" He BamsioT Ha 3TOT npolecc

12
pPas3acjabHO, a JIUIIb Y€PE3 CYMMApHOC IIEPEKPECTHOC HAIIPAKECHNEC T( )Z

e = %[6(') +v,(0,p1 — 0,6%)] - A1 — L7

Ml 2lvlll 2y,
e(2) [6(2) + Vz((l)wpl q) 6(1))] T(Z) _ 1 T(12)
2u, 20, 2l

rre Bce KoahGUIIMEHTH TTOIOXKUTETBHEL. B mocnexyiommx pacyerax mpuMeM v, = v, = 1.

PaccMorpuM npuMeHeHue chopMyJIUPOBAHHBIX BbIIlIE YPABHEHUN K PEllIEHUIO HanboJiee 3J1eMEeH-
TapHOI B MEXaHUYECKOM OTHOILIEHUU 3aJa4Ml O COPTUPOBKE ABYX TUITOB KJIETOK B 0ECKOHEYHOM ILJIOC-
KOM cJloe.

ITycTh B HaYaIbHBIII MOMEHT BPEMEHU KJIETKHU JABYX Pa3HbIX TUTIOB UMEIOT MPOCTPAHCTBEHHO-OIHO-
POAHBIE PACIIPEAETIEHUS U 3ATIOJNHSIOT IVIOCKUIA CJI0M TOJIIUHOM 2/, OKPYXXEHHBII XUIKOCTBIO, B KO-
TOPOI AaBjieHUE paBHO HYJ0. ToJIIMHA C10s1 4 B aIbHEHIIIEM OTOXIECTBIISIETCS C 00JIACThIO, 3aHSITOM
KJIETKaMH, Y, B 3aBUCUMOCTH OT KOHKPETHOI ITOCTAaHOBKM 3a/layy, OCTaeTCsl MOCTOSTHHOM (4 = Ay) nim
MeHsieTcsl co BpeMmeHeM (4 = A(f)). BBeneM aekapToBy cucTeMy KoopauHat ¢ ocaMu Oy u Oz, Jiexalu-
MU B CpeIHEeU TIIOCKOCTH C10s M ocbio Ox, HarpaBJIeHHOM NEePHEeHANKYISIPHO 3TOM MJIOCKOCTH.

Peuienue 3agaun o nepepacrnpenesieHu 0ObeMHBIX IUIOTHOCTE KJIETOK U XUJIKOCTHU B CJioe OyaeM
VICKATh B cieayoueM suae: ¢, = 0,7, x), 0, = 0,(¢, x), p = p(¢, x). bynem nosarars, 4To cKopocTu a3
MMEIOT €AUHCTBEHHYIO, OTJMYHYIO OT HyJsI KOMIIOHEHTY, HampaBJeHHYI0 Io ocu Ox: w = w(t, x),
v, = vi(t,X), vy = v,(¢, X) U151 MEXKIIETOYHOM XUAKOCTU U KIETOUHBIX a3 1 1 2 COOTBETCTBEHHO. Y BCeX
TEH30POB HaIIPAXKECHMUUN CMEIITaHHbIC KOMITOHCHTBI CYNTAIOTCA paBHbBIMU HYJIIO, a AMaroHaJIbHbIC KOM-
MOHEHThI — (PYHKILIMSIMU ¢ 1 X. byneM oTMeuaTb KOMITOHEHTbI BEKTOPOB 1 TEH30POB B COOTBETCTBYIO-
LIVMX HAMPABJICHUSX UHICKCAMU X, Y, Z, ABYKPATHBIA MHIACKC Y KOMIIOHEHT TEH30POB 3aMEHSITh OJHO-
KpaTHbIM U1 onycKaTh uHaekc x. ITocie uckmouenus F, o, F, 1,, F, , 1 F, 1, ¢ TOMOI1IBIO TIOCIENHUX TPEX

ypaBHeHuii (1.7) u ycnosus (2.1) ypaBHenus (1.1)—(1.10), (2.2), (2.11), (2.12) npruHUMAaIOT CAEeIYIOIINIA
BU/;

%_,_mzo %4__8(1)2‘/2:0 %.F_aq)wwzo

or | ox o ox o | ox byt bt 0, =1
s q" ~ a“’w + ki, (v =) = 0
AR G T~ (cblhj e MR,
s b o5 Do 4 sy (0 =) =0
=P oty 0 = ) = k0 = 1) = 0
ea):z;l( " — 9,6 +¢Wp)_ET() 2ilzr<12>
e(2>=25l2( 6 — 90" +¢Wp)_i1:(2)_$1(12)
2%11 6 — 0,62 + 0,p) - 2u“r$> 2}; W =g G.1)
(e —0ol +op) L L =0
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™ =1, + m, 3 ¢1j¢1 -xds, 1P =1, + mz% : ¢2I¢2 - xds
% 4T R, S

4an

3
1(12) =-I1,, + —| M2 '¢1J.¢2 'x2ds + My, '¢2J‘¢1 'x2dS
4R K S

3 3
T, =TI, + "o ¢1f¢1 ryds, Ty =TI, + m2ﬁ : ¢2£¢2 - ryds

s S

3
182) =1, + ——| my, '¢1'[¢2 "'o%ds +my, '¢2J.¢1 ' réds
4R S N

p = —%11(6“)), P = —%11(&”)

) _ov 2y _ov
e() — _1’ e( ) _ 9V
ox ox
31ech MHACKC OL PUHUMACT 3HAYCHUSI Y U Z, I, = Y, I, = Z. YPaBHEHUs OaliaHCca UMITYJIbCa VIS Kax-
noit a3el mo ocsiMm Oy u OZ BBIOJHEHBI TOXKIECTBEHHO.

PacnipeneneHue IOTHOCTE! KJIETOK U XKUIKOCTU Ha OTpe3Ke [—A, ] cuMTaeTcss CUMMETPUYHbBIM, U
cucteMa ypaBHeHuii (3.1) pemraercs Ha orpeske [0, #]. BynyT uccienoBaHbl pellieHUs 3a0a4 ¢ TpaHUY-
HBIMU YCJIOBUAMU, YYUTBIBAIOIIIUMM ABa TUTIA HAIrPY>KCHU A KIIETOYHBIX (1)213. B IMEpBOM CJIydyac TOJIMHa
CJIOSI CUMTAeTCs IOCTOsIHHOM. Torma B KadyecTBe TPaHMYHBIX YCIOBUI IUISI CKOPOCTEM MPUMEM, 4TO
vi =v, =0mpux=0ux=~h,uw = 0 npu x = 0. JlaBieHrEe BO BHEKJICTOYHO XXUAKOCTHU yIOBJIETBOPSIET
ycnoBuio p = 0 ipu x = A. 'paHUYHBIE YCTOBUS 17151 O U (O, HE CTaBSITCS, TaK Kak x = 0 U x = & SABJSIIOTCS
XapaKTepUCTUKAMU JUISI IIEPBOTO M BTOPOTo ypaBHeHUi1 cucTteMbl (3.1). CooTBETCTBYIONINE TPAHNYHBIE
YCJIOBUSI TTOJTyYalOTCS U3 PEIIEHUSI 3TUX YpaBHEHU, 3alIMCaHHBIX B TOUKax X = 0 1 X = /1 C y4eTOM yCJI0-
BUii v; = v, = 0. OnHako 0oJjiee yIOoOHBIM IIPY UCIIOJIb30BAHUN YUCIEHHBIX METOIOB SIBJISIETCS YCIOBUE
CUMMETPUU OOBEMHBIX IIOTHOCTEM KIETOK d¢, /dx = df,/dx = 0 mpu x = 0. DTO yca0BHUE TPUBOAUT K
COOTHOIIIEHMIO Ha XapaKTepucTuKe B Touke x = 0. HoBast KiieTouHast CTpyKTypa (popMUPYETCS B pe3yJib-
TaTe 3BOJIOLIMY HEKOTOPOTO HAaYaJIbHOTO paclipeAeeHHs KJIETOK. B KauecTBe HayaJbHBIX YCIIOBUM IS
pemieHus cucteMmel (3.1) mpumem pacmpeneiaeHus O,(x) = ¢,p + Ad;(x) 1 0,(x) = O,y + Ad,(x), TIE
Ad(x) 1 Ad,(x) — MaJible BO3MYILLEHUSI HEKOTOPBIX NTPOCTPAHCTBEHHO-OAHOPOAHBIX PaclpeaeIeHUA
§1(x) = 019 ¥ §5(X) = Oy

Bo BTOpOM ciiydyae OyaeT peniaThbes 3aada ¢ MOABMXKHBIMU BHEITHUMU TpaHULaMu x = tA(f), nepe-
MeIlleHUE KOTOPBIX ONpeaeiIsieTCsl YCIOBUSIMYA HarpyXeHus. BymeT paccMOTpeH cilydail paBeHCTBa Hy-
JII0 BHENTHEM cuiibl. I3MeHeHMe TOJIIIUHEI CJIOS CBSI3BIBAETCS C TIEpEeMEIISHUSIMU KJIETOK, IJIsI KOTOPBIX
MpearnoaraeTcsl COBNaaeHne CKOpocTeit IByX KJIeTOUHBIX (ha3 Ha BHELIHUX I'paHullaX x = 4. B aTom
cliydae B KayeCTBe TPAHWUYHBIX YCJIOBUU TpUMeM v, =v, =0, 00,;/0x = d0,/0x =0 nipu x = 0 u

-(1-=¢;—0,)p + q)lcs(l) + ¢2(5(2) +10 + 1?41 =0, v, =V, = dh/dt npu x = h. B kauecTBe HAYAJIBHBIX
ycJI0BUI OyIeM UCITOIb30BaTh COOTHOIIEHUE A = A, Y, KaK U B TIEPBOI TOCTAaHOBKE, pacTIpeeIeHNS

01(x) = &9 + Ady(X), 02(x) = Oy + Ad,(x).

PaccmarpuBaemast mocTaHOBKA COOTBETCTBYET MPEAIIONOXKEHUIO 00 OTCYTCTBUU GOKOBBIX CMEIIIe-
HUI1 B HanpaBJieHUs1X oceit Oy n Oz Ha 6eCKOHEYHO yIaJIeHHBIX rpaHullax. B cioe mpucyTcTBYIOT Kile-
TOYHBIE ¥ aKTUBHBIE HAMPSDKEHUsI, MapaiieJIbHbIE CJIOI0, KOTOPhIE MOTYT OBITh PACCUMTAHBI MO TEM
ypaBHEHUSIM cucTeMblI (3.1), KoTophle coaepkaT KOMIIOHEHTHI C MHAEKCOM ot. B mmpoiiecce repepacmpe-
JeJIeHUsT KJIETOK B 3ajaye ¢ MOABUKHBIMU IPaHUILIAMU XKUIKOCTh MOXET MepeTeKaTh Yyepe3 TpaHulLy
cJios (T.e. 061aCTH, 3aHATOM KJIETKaAMM).

ITpeobpazoBaHue KOOpaAUHATHI X* = x/A(f) TIO3BOJISIET MEPEHTH OT peleHrs 3aaayu Ha otpeske [0, /]
(B 0011IEM cJlyyae C TTOABMXKHOM BepXHel rpaHulIeii) K pelieHuIo 3agadu Ha otpe3ke [0, 1]. ITpu BBene-
HUU 6e3pa3MepHBIX BEJIMUUH B Ka4eCTBE MaclliTaba JUIMHBI KCOJIb3YEeTCsl HauaJlbHAasl TOJIIIUHA CJIOS /.
bespasmepHoe Bpemst BBOOUTCA Kak 1* = tF /|1, TAe NMPUCYTCTBYIOT HEKOTOPBIE XapaKTepHbIE 3HAYEHUS

ko3 dunmenToB £ u | (¢ pa3HBIMU WHAeKcamMu). Te Ke XxapaKTepHble 3HaUeHUs £ U |l UCTIONTB3YIOTCSI
IIPY OTIpenesIeHNH 6e3pa3MepHBIX HAIIPSIKEHUM U CKOPOCTE.
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KosddnnmenT MexKda3sHOTOo TpeHUST MEXKIY KIETOUYHOM (ha30i M KMUIKOCTHIO OIIEHUBAJICSI KaK
5% 107 IIa - ¢ - M~2, a KO3 DULIMEHTA BI3KOCTU IJIsI SMOPUMOHAIBHBIX TKaHel kak 1 x 10 ITa - ¢ [27].
Torna gjst MHOTOKJIETOYHOTO OMOJIOTUYECKOTO O0OBEKTa C XapaKTEpHBIM padMepoM nopsiaka 100 MkMm
[28] 3HaueHUsT 6e3pa3MepHBIX KOA(MDGULMEHTOB MexX(a3HOTO TPEeHUS MEXKIY KIeTOYHbIMU da3zaMu U

2 2 .
KUAKOCTBIO k" = kily /U v k' = kyhy /Il COCTaBST BeIMYMHY mopsiaka 5 X 1075, B cOOTBETCTBUY C STUMU
OLIEHKAMU B ypaBHEHUM cUCTEMBI (3.1), onpenensioneM dp/o0x , MOXKHO MpeHeOpeYb U3MEHEHUEM T -
POCTaTUYECKOIO TAaBJICHUS U CYUTATh €TO IMTOCTOSTHHBIM U PaBHBIM HYJTIO.

Hckirouast HanmpstkKeHMs B KJIETOYHBIX (ha3ax U3 ypaBHEHU I UMITYJIbCOB C TIOMOILbIO YPaBHEHU 17151

1 2 o o
e( ), e( ) N KMHEMAaTNYCCKMX COOTHOILICHUUN U HpCHC6pCFaH CHJIaMM BA3KOI'O B3aMMOICUCTBUA MEXKIY

KJIETOYHBIMU (pa3aMU U BHEKJIETOUHON XUIKOCTBIO, MOJIYYUM CUCTEMY YpaBHEHMI Wi ¢, ¢, (TUna

YPaBHEHMI ITepeHOoCa B IUBEPreHTHOM PopMe) U v;, Vv, (OOBIKHOBEHHBIE TU(DdepeHIIMAIBHEBIE YDaBHE-
HMSI BTOPOTO IOpsIAKa).

4. PE3VJIBTATbBI PACHETOB

HMccnenyem cHavasia 3BOJIIOLIMIO TNIOTHOCTU KJIETOK B OECKOHEYHOM IJIOCKOM CJIO€, 00pa30BaHHOM
KJIETKaMU, JIJIsI KOTOPbIX aKTUBHbIE B3aUMOIEUCTBUSI BHYTpU (ha3 JTOMUHUPYIOT Hal MeX(pa3HbIMU aK-
TUBHBIMU B3auMojieiicTBUsiIMU. [1pu 9TOM aKTUBHBIE B3aUMOJENCTBUS BHYTPU KJIeTOYHOI da3bl 1 npe-
BBILIAIOT TAKOBbIE BHYTPM KJIETOUYHOM ha3bl 2. B mocienyommx pacuyeTax, €CiM HE OTOBOPEHO WHOE,
MPUHSTHI ClIeaytolle 3HaYeHUs1 6e3pa3MepHBIX TTapaMeTPOB, XapaKTEPUIYIOIIMX HATIPSIKEHUST, pa3BU-

BAIOLIMECS B Pe3yJIbTaTe aKTUBHBIX MEXKKJICTOUHBIX B3auMonecTBuii: m; = m/E =12, m; = m,/E = 6,
my = m,/E = my, = my,/E = 0. ]l ocTaIbHBIX 6E3pa3MEPHBIX TTAPAMETPOB MIPUHATHI 3HAYEHUSL:

Loy oy, =ty g =ty =12m=12)
E 0 E

w=Re=1 gr=
n

k 2
K, =%hﬂ= 0.3, Oy =0 = =0.3

B nmanbHeiineM 3Be3M09Ky IpH Oe3pa3MepHBIX ITapaMeTpax OyIeM OITycKaTh, HO COXpPaHUM ee IIpU
Oe3pa3MepHBIX KoopauHaTte U BpeMeHH. CyllleCTBEeHHBIM MapaMeTpOM, BIIMSIIONIMM Ha 3BOJIIOLIMIO Ha-
YaJIbHBIX PACTIPENEIICHUI TIJIOTHOCTEN KIIETOK, SIBJISIETCS] PAIUYC NAJIBHOAEHCTBUS R, , ONpenessiomni
XapaKTePHOE PaCcCTOSIHUE, HA KOTOPOM KJIETKU B3aUMOAEHCTBYIOT ofHa ¢ Apyroii. Cunras Ry BeJIU4m-
HOM ITopsIIKa XapaKTepHOI'o paguyca KIeTKH1, OyaeM paccMaTpUBaTh INIOCKMIA CI0M ¢ HAYaJIbHOM TOJI-
mrHOH nopsankal00 KJIeTOYHBIX TUAMETPOB, T.€. MOJ0XUM Ry = 0.01. 3HayeHUEe TONILIMHEI CJIOST COOT-
BETCTBYET XapaKTEpHOMY pa3Mepy KjacTepa KJIETOK, ITOJIy4aeMOTO B OKCIIEPMMEHTaX CMEIIMBAaHUEM
KJIETOK IBYX TUIOB [3, 28].

Ilpu pacyetax HauyajbHBIC pacHpelejeHUsI TUIOTHOCTEeH KJIeTOK IIPUHUMAIOTCS JMOO B BUIE
0,(0,x) = 0y + 0.001 x (2xrandom(x) —1) u ¢,(0,x) = ¢, + 0.001 x (2 X random(x) — 1), tae pyHKUMA
random(x) TeHepUpyeT 3HAYCHUS CITyYaliHOM BeJIMUMHBI, pABHOMEPHO pacIipeAcieHHOM Ha oTpeske [0; 1],
100 B (hopMe peryIsipHbIX CHHYCOMIAIBHBIX pacpeae/IeHII ¢ pa3IMIHBIM IIePHOIOM.

PenreHue cucteMsol ypaBHeHI/Iﬁ IJIA q)l , ¢2 nvy, v, Ha KaXXI10M BpeMeHH()M mare Ha4ymHaeTCAa € peuic-

HUS ypaBHEHUH AJIS1 v;, V,; TIPU OTOM 3HaueHue ¢, 1 ¢, 6epyTcs ¢ MpenbInyllero BpeMeHHoro wmara. Pas-
HOCTHasl cxeMa, MOJIydeHHAasT MHTErPO-UHTEPITOISILIUOHHBIM MeTOIOM [29], MOHOTOHHA U UMEET TIep-
BBIi1 TIOPSIIOK aMIpOKCHUMAIUU 110 X. MOHOTOHHOCTb JOCTUTAETCS MCIOJb30BaHMEM HallpaBJIeHHBIX

pasHoOCTeil IPH arMpPOKCUMAIUU 9V, /0x U dV,/0X B 3aBUCUMOCTH OT 3HAKOB CTOSIIIUX MPU HUX KOI(D-

duumenTos. IlonydyeHHas: cucteMa pa3HOCTHBIX YpaBHEHU, MO3BOJISIIONIAsl HATH v, U v,, peliaiach
METOIOM MaTPUYHOM TTPOTOHKH.

3aTeM IpU MOJyYEHHBIX 3HAYEHUSX V| U V, 110 OTAEJIBHOCTU peLIaInuCh ypaBHEHU Ul O; U 0,. I1pn
anmnpoKCUMAalIMKM JUBEPTEHTHBIX ClIaraeMbIX MCIIOJIb30Bajlach ABYXCIOkHas pa3HocTHas cxeMa [30] ¢
Becamu 0.5. Dra HesgBHasI cxeMa 00J1aJaeT CBOMCTBOM KOHCEPBATUBHOCTH, OTHAKO HE SIBIISIETCSI MOHO-
TOHHOI. [T03TOMY KOPPEKTHOCTh BBIYUCIICHUI TTPOBEPSIACh ITyTeM CpaBHEHUS PEIICHUM TIPU YMEHb-
IIEHUM I1Iara o IMpoCTPaHCTBEHHOI ITepeMeHHOM x. [JIsI TpaHMYHBIX Y3JI0B MBI OTpaHUYMBAJINUCh all-
MPOKCUMAaIIMeil HallpaBIEeHHBIMU Pa3HOCTIMM; TO3TOMY Pa3HOCTHHIEC YpaBHEHUS UMEIOT TTOPSIAOK all-
npokcumanuu O(Ax) + O(Ar). YpaBHeHMs peliaJuch METOAOM IIPOroHKU. BrurcieHre MHTErpaaoB B
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Puc. 1. Pacnipenenenus mioTHocTel KIeTOUHBIX (a3 (my > m, ) B 3aga4de ¢ GUKCUPOBAHHOM rpanuueil npu r* = 1.89.

BBIPAXKCHUSX ISl aKTUBHBIX HAMPSKEHW MPOBOMWIOCH MPUOIMKEHHO C TMOMOIIBIO Pa3IoXEHUS
MOIBIHTETPATBHBIX (OYHKINIA B psim 110 popmyde Teitymopa ¢ TOYHOCTBIO IO ClIaraeMbIX BTOPOTO MOPSII -
Ka. [1pr 3TOM YUYUTBHIBATIOCH pa3IMdue MPenesioB MHTeTPUPOBAHUS IUIST BHYTPEHHUX W TTPUTPAHUIHBIX
TOYEK, T.€. TOUEK, YIAJIEHHBIX OT TPAHUIIBI CJIOSI HA PACCTOSTHUE, HE TTPEBBIIIAOIIee PATuyC NaJlbHOMEH -
CTBUS.

JJ1st Bcex HadabHBIX paclipeesIeHUi, CTydaifHbIX U peTyJISIPHBIX, SBOJIIOLUS pacIIpeesIeHU TJI0T-
HOCTe KJTETOYHBIX CO BpEMEHEM BBIXOAMJIA Ha ITpeaeIbHOE MOBEIeHUE, ITPAKTUIECKU HE 3aBUCSIIIEE OT
HaYaJIbHBIX YCIOBUIA.

DBoJIIOLIMS pacTipeae/eHU I MI0OTHOCTEM KIETOK, TTOJYyUYeHHBIX B pe3yJibTaTe pellieHUs 3a1a41 O COpP-
THUPOBKE KJIETOK B CJIO€ ¢ (DMKCHUPOBAaHHOM I'paHUIEi (IIOCTOSTHHOM TONIIMHEL), IT0Ka3aHa Ha puc. 1.
Bunno, uro kiieTouHas ¢asza 1, B KOTOpoii aKTUBHBIE B3aUMOAEHCTBUS MEXIY KIeTKaMU CUJIbHEE, YeM
BO BTOPOH (m; > m,), CTPEMUTCS 3aHSTh LEHTPAJIbHYIO 00J1acTh ciost. ChopMupoBasiach OTAEIEHHAs
pe3Koli TpaHulIIeil HeHTpaibHas 00JIaCTh, B KOTOPOil INIOTHOCTD KJIETOK (pa3bl 1 3HAUYUTEILHO IIPEBOC-
XOIUT HavyaJIbHYIO, TOIIa KaK BHE 3TOI 00J1aCTU OHa OBICTPO MajgaeT mpakTudecku no Hys. [lepude-
pudecKasi 00JIacThb 3aHSTa IMMPAKTUYECCKH TOJBKO KieTKaMM da3bl 2; MIIOTHOCTH KJIETOK 3TOM (pa3nl BO3-
pacTtaeT npy NpuOIMKEHUH K rpaHulle. Pe3akoe n3aMeHeH1e IIIOTHOCTH (pa3bl 2 OKOJIO BHEIIIHE rpaH-
Oobl x* = 1 CBsI3aHO C BBIOOPOM HAYaJIbHOTO BO3MYIIEHUS B pe3yJbTaTe pealn3alluyd 3HaYyeHUM
Cy4yaliHOU BETUYMHBI.

PacnipeneneHUs IIOTHOCTH KJIETOK B MOMEHT BpeMeHH ¥ = 1.1 U u3MeHeHNe TOJIIIUHBI CJIOS MpU
MOABMXXHOI rpaHUIle U OTCYTCTBUM BHEIIHEH HArpy3KM IIpeacTaBiieHbl Ha puc. 2. [MonydyeHHbIE pe-
3yJbTaThl, KaK U B 3a71a4e ¢ PUKCUPOBAHHOI IpaHUIIEH, OITUCHIBAIOT TSHACHIINIO KJIETOUHOI (ha3bl, Xa-
pakTepu3yeMoil 6ojiee CUITBbHBIMUA aKTUBHBIMU B3aUMOACUCTBUSIMU MEXKAY KIJIETOK, 3aHSTh LIEHTPaIb-
HYI0 00J1acTh 1 OBITh OKPYXXEHHOI KiieTKaMu aApyroii dassl (puc. 2a). [Ipu 3TOM TOJIIMHA CJI0SI YMEHb-
maetcs (puc. 20) U cymMMmapHasi TNIOTHOCTh KJIETOK 00eunx (a3 Bo3pactaeT. B mocienyroliie MOMEHTHI
BpEMEHU pacnpeaeaecHUs TNIOTHOCTU KJIETOK CTPEMSITCS IIPUHSTH BUI, aHAJTOTUYHLII puc. 1.

BaxxHbIM mapamMeTpoM, OKa3bIBAIOIIUM 3HAUUTEIbHOE BIIMSIHME HA COPTUPOBKY KJIETOK U (pOpMUPO-
BaHUE HOBBIX KJIIETOUHBIX MATTEPHOB, SIBJSIETCS PalnuyC AaTbHOAEUCTBUS Ry, OTBEYAIOIINii 32 CTEIIEHb
HEJIOKAJIbHOCTU B3aMMOJENCTBUS MexXay kKieTkamu. Ha puc. 3 mpeacraBieHBI MpeaeibHbIE MPU
Ry — 0 pacnpeneneHust INIOTHOCTEN KIJIETOK [UJIs1 3aa4 ¢ (PUKCUPOBAHHON M MOABMXKHOM IrPaHULIAMH.

B 3TOoM ciyyae mHTerpaa 3aMeHsSIeTCSI 3HaUeHHEM ITOIBIHTErpaabHONM (DYHKIIMM B paccMaTpuBacMoit
TOUKe, T.€. B3auMOoJeiicTBHUe JIoKajbHO. HavanbHbIe pacnpeaesieHUs INIOTHOCTENM KJIETOK B3SITHI B Clle-

nyromiem Buze: 0,(0,x) = ¢y +0.001x cos (10X x) 1 ¢,(0,x) = ¢y —0.001 % cos (10X x).
[MpencraBieHHbIe HA PUC. 3 TPAdUKU MO3BOJISIIOT 3aKJIIOUUTh, YTO HEJOKATBLHOCTh AKTUBHBIX B3au-

MOJAEHCTBUIA MEXIY KIIETKAMU SIBIISIETCSI HEOOXOIMMBIM YCIIOBUEM, TTO3BOJISIOIINM MOJIY4YaTh pacmpe-
JIeJIeHUsT TUIOTHOCTE KJIETOK, KaueCTBEHHO OIMCHIBAIOIINE UX COPTUPOBKY. JIOKabHbIE 3aKOHBI aK-

TUBHBIX MEXKJIETOUHBIX B3auMoeicTBUil (pu Ry — 0) He MPUBOIAAIT K COPTUPOBKe. B ciyuae pery-
JISPHBIX CMHYCOMIATbHBIX HAYaJbHBIX BO3MYIICHUI BO3HMKAET, KaK BUTHO Ha pPUC. 3, YepemoBaHMe
o6JracTeif ¢ pa3TMIHBIM COOTHOIIEHNEM MEXKIY TNTOTHOCTSIMU KJIETOK Pa3HBIX TUTIOB. PacdeTsl, poBe-
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KOHTUHYAJILHOE MOJIETUPOBAHUE BUOJIOTUYECKOM CPEJIbI

015 92 h/h,
(a) (6)
1.0
0.6 - 5
0.4}
0.8F
02+
1
1 1 1 1 06 1 1
0 02 04 06 08 x* 0 0.4 0.8 e

Puc. 2. PacnipeneneHusi II0THOCTEM KJIeTOYHBIX (a3 o koopnuHare x* = x/h(t) (m; > my) B 3a1aye ¢ MOIBIXXHOM rpa-
HuLel pu * = 1.1 (a) 1 DBOJIOLIMS TOJLIUHBI CJI0s1 IO OTHOUIEHUIO K €€ HauaJlbHOMY 3HaueHMUIO (0).

(I)l’ ¢2

0.8

D

(@)

¢l= (1)2

©)

0.6

0.4

0.2

0 0.2 0.4 0.6 0 0.2 0.4 0.6 0.8 x*

Puc. 3. PacnipeneneHust IuioTHOCTe! Ki1eTOuHbIX $a3 (m; > my) B pe3yjbTaTe 3BOJIOLMU HayaJIbHBIX pacnpeaeaeHuit

$1(0,x) = ¢g + 0.001 x cos (10T X x) 1 §»(0,x) = ¢y —0.001 x cos (10T X x) B 3ama4ye ¢ HEMOABUKHOIN rpaHULICH MPU
r* =1.89 (a), u nonBUXHOI rpaHulieil npu * = 1.4 (0).

JeHHBIe IJIs1 CIYyYalHbIX HayaJbHBIX BO3MYIIEHU, TIPUBOIWIN K (DOPMUPOBAHUIO HEYITOPSAOYECHHBIX
MaTTEPHOB.

SAKJIIOYEHHUE

PazpaboTaHa KOHTUHYaJIbHAsI MOAEb OMOJIOTMYECKOI CIIJIOLIHOM Cpelibl, 00pa30BaHHOM ABYMSI aK-
TUBHO B3aMMOJENCTBYIOIIMMI KJIETOYHLIMU (ha3zaMU U KUAKOCTBbIO. AKTUBHOE CUJIOBOE B3aMMOJIE-
CTBHUE KJICTOK OITMCBIBAETCSI IOCPEACTBOM BBEACHUS TOIOJHUTENBHBIX (ha3, B KOTOPBIX Pa3BUBAIOTCS
HaIpsoKeHUs, 3aBUcsIve (B 001IeM ciiydyae IIPpOCTPAaHCTBEHHO HEJIOKAJIbHO) OT TUIOTHOCTEH KJIeTo4u-
HBIX (a3, a UX aKTUBHOE TIepeMelleHIEe OMpeaeIsieTCsl TEH30paMU CKOpOCTeil AedopManiuii das, 3aBH-
CAIIMMU OT aKTUBHBIX U TTACCUBHBIX HANIPSDKEHUI. YUNUTHIBAIOTCS aKTUBHbBIE B3aUMOIECHCTBUS MEXKIY
KJIETKaMU KaK BHYTPM OJIHOI (pa3bl, TaK U MeXIy pa3HbIMU dazamu. KieTtouHble ¢a3bl pa3inyaioTcs
napamMeTpaMy 3aBUCUMOCTEN, YIIPaBIISIONIUX NX aKTUBHBLIM ITOBeAcHUEeM. PellleHa MoaenbHasg 3amada
00 BBOITIOILIH TIEPBOHAYAILHO OTHOPOITHOTO pacIipeesIeHUs MJIOTHOCTEM KJIETOYHBIX (pa3 B OECKOHEU -
HOM 1u1ockoM ciioe. [TokazaHo, 4TO MpemrIoXKeHHas! MOJIe/Ib OMUCHIBAET SIBJIEHUE COPTUPOBKHU KIIETOK,
T.e. UX pasjejeHre C OKPYKEeHHEeM KJIETOK OJHOTO TUIMAa KJIeTKaMU apyroro. s peannsaluy Takoid
COPTUPOBKHM OKazajlach HEOOXOAMMOII HEJIOKAJIbHOCTh 3aBUCUMOCTEHl aKTUBHBIX HANPSDKCHUM OT
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wioTHocTel a3. [IpemnoxeHHasT MOAEb OTIMYAETCS OT APYTUX IIOIXOMA0B K TEOPETUUECKOMY OITrca-
HUIO COPTUPOBKU BBEICHUEM B PACCMOTpPEHHUE ITapaMEeTPOB U COOTHOILICHUM, UMEIOIINX OTUYETIUBBIHI
MeXaHWYEeCKUIA CMBICII.

Pa6ora nmonnepxkana PO®U (rmpoekt Ne 20-01-00329).

CITMCOK JIMTEPATYPbBI

1. Steinberg M.S., Wiseman L. L. Do morphogenetic tissue rearrangements require active cell movements? // J. Cell
Biol. 1972. V. 55. P. 606—615.

2. Mehes E., Viscek T. Segregation mechanisms of tissue cells: from experimental data to models // Complex Adapt.
Syst. Model. 2013. V. 1. P. 4.

3. Mehes E., Viscek T. Collective motion of cells: from experiments to models // Integr. Biol. 2014. V. 6. Ne 9.
P. 831-854.

4. Painter K.J., Bloomfield J. M., Sherratt J.A., Gerisch A. A nonlocal model for contact attraction and repulsion in
heterogeneous cell populations // Bull. Math. Biol. 2015. V. 77. P. 1132—1165.

5. Pawlizak S., Fritsch A.W., Grosser S., Ahrens D., Thalheim T., Riedel S., Kiebling T.R., Oswald L., Zink M., Man-
ning M_.E., Kas J.A. Testing the differential adhesion hypothesis across the epithelial-mesenchymal transition //
New Journal of Physics. 2015. V. 17. Ne 8. 083049.

6. Armstrong N.J., Painter K.J., Sherratt J.A. A continuum approach to modelling cell—cell adhesion // J. Theor.
Biol. 2006. V. 243. Ne 1. P. 98—113.

7. Gerisch A., Chaplain M.A.J. Mathematical modelling of cancer cell invasion of tissue: Local and non-local mod-
els and the effect of adhesion // J. Theor. Biol. 2008. V. 250. Ne 4. P. 684—704.

8. Painter K.J., Armstrong N.J., Sherratt J.A. The impact of adhesion on cellular invasion processes in cancer and
development // J. Theor. Biol. 2010. V. 264. Ne 3. P. 1057—1067.

9. Domschke P., Trucu D., Gerisch A., Chaplain M. Mathematical modelling of cancer invasion: Implications of cell
adhesion variability for tumour infiltrative growth patterns // J. Theor. Biol. 2014. V. 361. P. 41—60.

10. Murakawa H., Togashi H. Continuous models for cell—cell adhesion // J. Theor. Biol. 2015. V. 374. P. 1—12.

11. Bitsouni V., Trucu D., Chaplain M., Eftimie R. Aggregation and travelling wave dynamics in a two-population
model of cancer cell growth and invasion // Math. Med. Biol. 2018. V. 35. Ne 4. P. 541—-547.

12. Jackson T.L., Byrne H.M. A mechanical model of tumor encapsulation and transcapsular spread // Math. Bios-
ci. 2002. V. 180. P. 307—328.

13. Green J.E., Waters S.L., Shakesheff K. M., Byrne H. M. A mathematical model of liver cell aggregation in vitro //
Bull. Math. Biol. 2009. V. 71. P. 906—930.

14. Lemon G., King J.R., Byrne H.M., Jensen O.E., Shakesheff K.M. Mathematical modelling of engineered tissue
growth using a multiphase porous flow mixture theory // J. Math. Biol. 2006. V. 52. P. 571—-594.

15. O’Dea R.D., Waters S.L., Byrne H.M. A multiphase model for tissue construct growth in a perfusion bioreactor //
Math. Med. Biol. 2010. V. 27. Ne 2. P. 95—127.

16. Stein A.A., Logvenkov S.A., Volodyaev I.V. Continuum modeling of mechano-dependent reactions in tissues
composed of mechanically active cells // BioSystems. 2018. V. 173. P. 225—-234.

17. Benoycoe JI.B., Jloeeenxoe C.A., lllmeiin A.A. MateMaTudeckasi MOACIb AKTUBHOM OMOJIOrMYECKOi1 CIIIOIITHOM
cpenbl ¢ yueToM aedopmaiinii u repeyrnakoBku Kietok // Ussectuss PAH. M2KT'. 2015. Ne 1. C. 3—14.

18. Jloegenxoe C.A., Illmeiin A.A. MaTemMaTniecKoe MOIEIMPOBaHNE MHAYIMPOBAHHOIO PACTSKEHUEM YIJIMHE-
HUS CJTOSI 9MOPUOHAIBHOTO SITUTEITHS TP OTCYTCTBUM BHEIIHEH Harpy3ku // buodusuka. 2015. T. 60. Ne 6.
C. 1174—1179.

19. Jloegenkos C.A., lllmeiin A.A. MaTemaTrnuecKast MOJIeJIb TIPOCTPAHCTBEHHOUN CaMOOPTaHU3allMY B MEXaHUYe-
CKU aKTUBHOM KJleTouHoU cpene // buodusuka. 2017. T. 62. Ne 6. C. 1123—1133.

20. Jloesenxkose C.A. MaTteMmaTuuyecKast MOJeIb OMOJIOTUYECKON Cpe/ibl C yYeTOM aKTUBHBIX B3aMMONEHCTBUIT 1
B3aMMHBIX lepeMelleHU i cocTaBstionux ee Kietok // M3s. PAH. M2KT'. 2018. Ne 5. C. 3—16.

21. Huemamyaun P.H. OCHOBBI MeXaHUKHM reTeporeHHbIX cpen. M: Hayka, 1978. 336 c.

22. Whitaker S. Flow in Porous Media I: A Theoretical Derivation of Darcy’s Law // Transport in Porous Media.
1986. V. 1. P. 3-25.

23. Drew D.A., Segel L.A. Averaged equations for two-phase flows // Stud. Appl. Math. 1971. V. 50. Ne 3. P. 205—231.

24. Lemon G., King J.R., Byrne H.M., Jensen O.E., Shakesheff K.M. Mathematical modelling of engineered tissue
growth using a multiphase porous flow mixture theory // J. Math. Biol. 2006 V. 52. P. 571—594.

25. Preziosi L., Tosin A. Multiphase modeling of tumor growth and extracellular matrix interaction: Mathematical
tools and applications // J. Math. Biol. 2009. V. 58. P. 625—656.

26. Green A.E., Naghdi P.M. A dynamical theory of interacting continua // Int. J. Engng. Sci. 1965. V. 3. P. 231-241.

27. Lemon G., King J.R. Multiphase modelling of cell behaviour on artificial scaffolds: effects of nutrient depletion
and spatially nonuniform porosity // Math. Med. Biol. 2007. V. 24. P. 57—83.

28. Foty R.A., Steinberg M.S. Cadherin-mediated cell-cell adhesion and tissue segregation in relation to malignancy //
Int. J. Dev. Biol. 2004. V. 48. P. 397—409.

29. Camapckuii A.A. Teopust pasHOCTHBIX cxeM. M.: Hayka, 1977. 656 c.

30. Camapckuii A.A., Babuwesuu I1. H. Pa3HOCTHbBIE CXeMbI [Tl ypaBHeHUs niepeHoca // dud. ypasH. 1998. T. 34.
Ne 12. C. 1675—1685.

MN3BECTUA PAH. MEXAHUKA )KUAKOCTU U TA3A Ne 6 2020




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /All
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (Adobe RGB \0501998\051)
  /CalCMYKProfile (Photoshop 5 Default CMYK)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize false
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness false
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages false
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /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
  /CropGrayImages false
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /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
  /CropMonoImages false
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /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 ()
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /BleedOffset [
        14.173230
        14.173230
        14.173230
        14.173230
      ]
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /ClipComplexRegions true
        /ConvertStrokesToOutlines false
        /ConvertTextToOutlines false
        /GradientResolution 300
        /LineArtTextResolution 1200
        /PresetName ([High Resolution])
        /PresetSelector /HighResolution
        /RasterVectorBalance 1
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MarksOffset 14.173230
      /MarksWeight 0.250000
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PageMarksFile /RomanDefault
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
    <<
      /AllowImageBreaks true
      /AllowTableBreaks true
      /ExpandPage false
      /HonorBaseURL true
      /HonorRolloverEffect false
      /IgnoreHTMLPageBreaks false
      /IncludeHeaderFooter false
      /MarginOffset [
        0
        0
        0
        0
      ]
      /MetadataAuthor ()
      /MetadataKeywords ()
      /MetadataSubject ()
      /MetadataTitle ()
      /MetricPageSize [
        0
        0
      ]
      /MetricUnit /inch
      /MobileCompatible 0
      /Namespace [
        (Adobe)
        (GoLive)
        (8.0)
      ]
      /OpenZoomToHTMLFontSize false
      /PageOrientation /Portrait
      /RemoveBackground false
      /ShrinkContent true
      /TreatColorsAs /MainMonitorColors
      /UseEmbeddedProfiles false
      /UseHTMLTitleAsMetadata true
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.000 842.000]
>> setpagedevice


