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PaccmaTpuBaercss MaTeMaTHU4ecKas MOJE/Ib POCTa
OIIYXOJIN BJO/Ib KPOBEHOCHOTO COCyfa. Mofienp UCIob-
3yeT IOJXOJ] TEOPUU CMECH ST OIVICAHNSI TKAHM, KOTOpast
COCTOWUT U3 KJIETOK, BHEK/IETOYHOTO MATPUKCA I KU/FKO-
cru. [IpeamonaraeTcsy, 9TO pacTyILasi OIyXojieBast TKaHb
OKpY>KeHa TKaHbIO X03s11MHa. PaccMaTpuBaloTcst Omyxonu,
Tzie mpeobasjaet MOMHOe OKNUCIeHne IIoK03bl. Ocoboe
BHUMaHIE y/e/IeHO MOC/Ie0BATeIbBHOMY OMMCAHNIO
IPOL[eCCOB TOTPebIeHNsT KICIOPOAA 1 IPOLIeCCy pocTa
Ha OCHOBE 9HepreTNIecKoro 6amanca. MopgennpoBaHue
[IOKa3bIBAET JIOKA/IN3ALNIO OIIYXO/I) Ha OTPAHIYEHHOM
PACCTOSIHUM OT COCYHOB U MOCTOSIHHYIO CKOPOCTH pac-
MIMpeHns BOIb coCynoB. OHKOMOrMYecKoe 3abomeBanme
MIPOSIB/ISIETCS KaK AHOMA/IbHO Upe3MepHast mponudepa-
OV KJIIETOK. aTO ABJIACTCA pe3y}IbTaTOM HapymeHI/m pe-
I‘YHHLU/H/I HOPMaIIbeIX OI‘paHI/I‘IeHI/II\/‘I KHeTO‘IHOﬁ HPOHI/I-
dbepanun. [JaHHBII PaKT UMeeT Cepbe3Hble IOCIEACTBIUA
st Mopdonorny pocTa. BoMbUIMHCTBO KIIETOK B Opra-
HU3Me YeTOBeKa HaXOISTCS B IIPefielaX HECKOIbKIIX Jia-
METPOB OT KPOBEHOCHOTO COCY/Ia, Tfie HAUMHAETCsI MHTEH-
CUBHasI poudeparyst OyXoJIeBbIX KJIETOK U CO3JAI0TCS
KJI€TOYHDbIE HOHY}IHLH/II/I, y]IaIIeHHI)Ie oT KpOBeHOCHbIX CO-
CY,HOB U MNIIEHHDbIC IINTATE/IbHBIX BEIIECTB U KI/ICHOPO-
na. I[Tpoucxoput 06pazoBaHme UMINHAPUIECKNX CTPYK-
TYP BOKPYT KPOBEHOCHBIX COCY/IOB.
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This paper considers the mathematical model of tu-
mor growth along a blood vessel. The model employs
the mixture theory approach to describe a tissue that con-
sists of cells, extracellular matrix, and liquid. The gro-
wing tumor tissue is supposed to be surrounded by the host
tissue. Tumors, where complete oxidation of glucose pre-
vails, are considered. Special attention is paid to consistent
descriptions of oxygen consumption and growth process-
es based on the energy balance. The level set method is
used to track an interface between the tissues. The simu-
lations show localization of the tumor within a limited
distance from the vessels and constant expansion speed
along the vessels. Cancer disease manifests itself as ab-
normally excessive cell proliferation. This is the result
of dysregulation of normal constraints on cellular prolife-
ration. This fact has serious implications on the morpho-
logy of the growth. The intensive proliferation of tumor
cells creates cell populations distant from blood vessels
and deprived of nutrient and oxygen supply while most
of the cells in the human body are within few cell diame-
ters from a blood vessel. This leads to the formation of cy-
lindrical structures around blood vessels.
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BBegenme. B uepsoii uacru crarbu [1] pac-
CMOTPEHBI Pa3INYIHbIE MMOAXOABI K MOJIEJIMPOBAHUIO
PaKoOBOIt OIyX0JIi: MHOTOMAa3HbIE, BJIOXKEHHBIE U T'U-
Opuanble Mojenu. B MHOTOMga3HOM MOIETN MPEIIo-
JlaraeTcsl, 9TO OIYXOJIb COCTOUT M3 TPEX KOMIIOHEHT:
KJIETOK, BHEKJIETOYHOIO MATPHUKCA W BHEKJIETOYHOI
KUIKOCTH. BitokeHnnas MOJIeb, TOMIMO CTPYKTYPBI
OIyXOJIH, BKJTIOYAET B CeOsT yI€T XUMUICCKUX STBJIC-
HUIl BHYTPH KJIETKH, a8 TaKXKe IIPOIECCHl B MUKPO-
ckommaeckoM Macirabe. Vcmonmb3oBanne ruOpuIHOM
MOJIETN TIOApa3yMeBaeT Mo cOOOi TpuMeHeHre JTNC-
KPETHOrO 1 HEIPEPBLIBHOTO Mmoaxoaa. Jlaree B crarbhe
W3JI03KEH OJIMH U3 BO3MOYKHBIX CIIOCOOOB OOIIEro Io-
CTPOEHUsT MOJIESN 3J0KATeCTBEeHHOM omyxosu. Oty-
XoJIeBasi TKaHb PACCMATPUBACTCA KaK TBEPIOE TEJIO
NJIN 2KUJIKOCTb (B 3aBUCHUMOCTH OT BUJ/Ia OHKOJIOT'HYe-
ckoro 3aboseBannst). CTpoUTCs MOJEIb BHEKJIETOU-
HOrO MaTpHUKCa M aHruoreHesa. bBoJiee Toro, B Kaxk-
JIOM OTHEJIbHON KJIETKE YYUTBIBACTCH IIPOLIECC Kile-
TOYHOTO KA. B JaHHONH YacTh pabOThI MPOIOJ-
JKaeTCs U3yvIeHne 0630PHBIX MOETe.

O630p, IpUBEIEHHBIA B 9TOi CTaThbe, OMUPAETCS
B OCHOBHOM Ha pabory [2].

B nanmoii craThbe OCHOBHOE BHUMAHUE VIECJICHO
MaTeMaTHIeCKON MOJIEIN POCTA OILYXOJIU BJIOJIb KPO-
BEHOCHOTO COCY/Ia.

OfHuM U3 MPU3HAKOB OHKOJIOTHYIECKOTO 3aboJIe-
BaHMUs ABJSIETCS Ype3MepHasi IpoJsudeparus KJiie-
TOK. DTO IPOUCXOIUT B Pe3yJibTaTe HapyIIeHUH pe-
IYJISIUE OrpaHudeHuil nposmdepanun KieTok [3].
DTOT MpoIiece BjuseT Ha MOP(OJIOruio pocTta. B de-
JIOBEUECKOM OpraHusMe OOoJIbINnasd 4acTh KJIETOK Ha-
XOJINTCST OT KPOBEHOCHOTO COCYJa Ha PACCTOSTHIN
HeCcKoIbKuX auamerpos [4]. Tam npoucxomur akTus-
Has mposndeparus OIyXOJEeBhIX KJIETOK, KOTOPDLIE
OTJAIAIOTCS OT KPOBEHOCHDBIX COCY/IOB, W OHU JIU-
IIEHBI MUTATEILHBIX BEIIECTB U KUCJIOPoJa. BoKpyr
KPOBEHOCHBIX COCY/IOB 00Pa3y0TCsl [UJINHIPUIECKIE
CTPYKTYPBI. DTU CTPYKTYPDHI COCTOAT U3 OITYXOJIEBBIX
KJIETOK U 9aCTO OKPY?KEHBI yIaCTKAMI HEKPO3a 1 Ha-
3BIBAIOTCA OIYXOJIEBBIMU MmHypamu (tumour cords)
[5, 6, 7].

OmyxoJieBble TIHYPHI W3BECTHBI CTAIMOHAPHOIT
JIYIEBOI CTPYKTYPOI ¢ HambOJIbIEel WHTEHCUBHO-
CTHIO PACIIPOCTPAHEHUsT BOJN3U KPOBEHOCHOTO COCY-
na. [Iponudeparnst oTTATKIBAET OMyXOJIEBbIE KJIET-
KU JIAJIbIIIe OT COCY/Ia, MIOKA OHU He JIOCTUTHYT I'HU-
HOKCUYECKON min Oe[HOI IUTaTeAbHBIMI BEIeCTBa-
MU 30HBI, T/I¢ KJIETKH B KOHEIHOM WTOTE MOTHUOAIOT.
IIporeccnl pocTa n cMepPTH, Kak IMPaBUIO, HAXOIATCS
B PABHOBECHHM, KOTJIA IIHYP JIOCTUIAET OIIPEJIeJIEHHO-
ro pagmyca. PagumanbHas CTpyKTypa ObLIa Ommcana

Key words: mathematical modeling, tumor modeling, hy-
brid models, multiphase systems, tumour cords, tumour —
host interface, mixture theory.

B cepuu pabor [8, 9, 10, 11].

B paccmarpuBaemoii B crarbe MoJIe T BHUMAaHNE
doKycupyeTcs Ha ONUCAHUK PACIPOCTPAHEHUS MIHY-
Pa BIOJb COCyIa BMecTe ¢ (POPMUPOBAHHEM €T0 pa-
JMAIBHOM CTPYKTYphl. Takum o0pa3oM, Mojesb 110
CyIIecTBY MHOTOMEPHA.

1. Maremarudyeckasi MOJEJIb POCTA OIYXO-
JU BIOJIb KPOBEHOCHOro cocyzxa. OuuH u3 Ba-
PHAHTOB MOJIEJIN y2Ke ObLI IpeyioKeH B [2] u 6o-
Jiee oApobuo obcyxkaaercs B [12, 13] na ocnose Teo-
pun sieopMUpPYeMbIX TOPUCTHIX cpell. OtmyxoseBast
Macca OblIa ONMUCaHa KaK HACDIIEHHAs CMECh IIPO-
JindepupyOuX KJIETOK, BHEKJIETOTHON KUJIKOCTU
7 YKECTKOTO He MEHSIoIero opmMy Marpukca. B mo-
crreinelt paboTe TpeIoyKeH KOJTMIeCTBEHHBIN 1 Ka-
9eCTBEHHDBIN aHaJIM3 3aJadd CO CBOOOIHON TpaHu-
e, KOTOPBI 1103BOJIACT OLECHUTL yCTONYUBLII pas-
Mep OIIyXOJIEBOI'O ITHYpa C TOYKH 3PEHUs ITapaMeT-
POB MOJIEJIH.

O6e Mozenn onuparoTes Ha (peHOMEHOJIOITIECKOe
OIMCAaHUE POCTA OIYXOJU U MOTPEDJIEHUS KHUCIOPO-
na. IIpemanosaraercd, 4to uposmdeparus KJIeTOK
JIOJIZKHA 3aBUCETH OT KOJUYECTBA HEPrun (KOTOpas,
B CBOIO OY€PEIb, PETYJIINPYETCS TOCTABKOM MTATE b
HBIX BemecTB). Takum 06pa3oM, Mpejiaraerces Mo-
JIeJTh, B KOTOPO# POCT U TOTVIONIEHNE KUCTIOPO/IA YKe
He SBJISIOTCS TPOM3BOJBHO BHIOPAHHBIMU HapaMeT-
paMu MOJIEJIN, & IPEeCTABJISIIOT CODOI IBa TECHO CBsi-
3aHHBIX IIpOIECca.

Oy XoJIeBblil IITHYD PACCMATPUBAETCS, KAK POCT
OITyXOJIEBOM TKAHU BOKPYTI KPOBEHOCHOT'O COCY/IA,
U TpeJIoJsiaraeTcs, 9TO OH OKpYKeH HOPMAaJIbHOI
TKaHbIO x03sanHa. Cunuraercsi, YTO 9TU JBE TKAHU
HECMEIUBAEMBI, HO 00JIAIAI0OT CXOTHBIMU MEXaHUIe-
CKIMU CBOMCTBaMMU.

Tkanu OnuCLIBAIOTCS KaK MOPUCTBIE CPEJIbI, CO-
CTOSIIEe U3 KJIETOK, MEKKJIETOUYHOH KHUJIKOCTH H
JKECTKOro BHeKJierouHoro marpukca (ECM) [14].
DTOT MOJXOJ, y2Ke YCIEIIHO TPUMEHSIeTCs JJIsi MO-
JleJIlupoBanus OllyxoJeBoil Tkanu [15, 16] rue pac-
cMaTpuBaercs nByxdasnas CMech U mpenedperaercs
ECM, u [17], B koTOpOIi paccmarpuBaercs Tpexdas-
Hast cMechb. OGe TKaHU B paccMaTpUBaeMOl MOJen
MOTYT C2KIMATBCS 1 PACTITUBATHCS 1 IPEJICTABIISIIOT
co0OI CILIONIHYIO CPeJTy.

Pazmmana B crpykrype ECM mexay omyxosbio
u x03gduHOM TpeHebperatorcs. [Ipeanosraraercs, 1ro
POCT " FI/I6€JII) KJIETOK IIPOUCXO/IAT TOJIBKO B OITy-
XOJIEBON TKaHU, & 9TO 3HAYUUT, UTO OILyXOJb sIBJISET-
Csl OCHOBHBIM TIOTPEOUTE/IEM ITUTATE]bHBIX BEIECTB
U KHACJIOPOJIA.
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Mmeercst TOTOK MUTATEIBHBIX BEIECTB W KUCJIO-
poJia, KOTOpbIE TPOXOJAT 10 cocyyaMm B TKanu. [To-
CKOJIbKY HOPpMaJIbHasd PeryJdimd KJIETOYHOMI 1Ipo-
mdeparmm B OMyXOJd MOXKET OBIThL HapyIleHa, ee
POCT IO-TIPEXKHEMY OIPAHUYECH HAJIMYUEM TUTATE/Ib-
HBIX BeIECTB U KHUCJIOPOJa M MaKCUMAaJbHO JIOCTH-
JKUMOH TIJIOTHOCTHIO KJIeTOK. CMepTh sIBISeTCS pe-
3yJIBTATOM HEJIOCTATOTHOIO CHAOXKEHUS TKAHU MTATA~
TeJIbHBIMU BEIeCTBAMU WJIM KHUCJIOpOgoM. Poct Oy-
JIET OCTAHOBJIEH, €CJIM TKAHU OyJeT HeJIO0CTATOYHO
JmbO KUCJIOPOJIA, OO MUTATEIBHBIX BemecTB. [l
OIIPEJIEJIEHHOCTHU IIPEJIITOJIOKIM, 9TO TKAHb I[TOJIyYa-
€T HeJIOCTATOIHO KNCI0poa. Mojiesb ¢ orpannienn-
€M IUTATETbLHBIX BEIeCTB Oy/1eT aHAJIOIMIHOMN.

JlaHHBI T0/IX0JT IO3BOJISIET OMUCATH PACIIPOCTPa-
HEHUe OILyXOJIEBOIO IMHYPa BJOJb COCYJIA, & TaKkKe
ero MopdOoJIoTHio, 00PA30BAHNE TUITOKCUIECKUX 00-
JlacTell U BIAUSHNE POCTa HA TIOTHOCTh TKAHU U PaC-
[IpeJIeJIEHUE MUTATEIbHBIX BEIECTB.

Pocr onyxoun siBiisieTcst 09€Hb CIIOYKHBIM IIPOIIEC-
COM, W MOJIEJIb OXBATHIBAET TOJBKO MUHUMAJIbHBIN
JIUATIA30H SBJIEHUI, HEOOXOMMBIX JIJIsl OIMCAHUS Ta-
KOIt (bOPMBI AHU30TPOITHOTO POCTA, KAK OIIyXOJIEBbIE
mHypsl (puc. 1).

Broken prolifora- £z
tion constraints 2

Excessive pr

oliferation

Distance to vessels

Hypoxie regions.~ j——--t--——--o 0 R oo

Puc. 1. O6nacts npumenennst mogenu. [lyakTupHbre pam-
KM [TOKA3bIBAIOT HEKOTOPbIE SIBJICHUsI M OTHOIIEHUS, KO-
TOpbIe BayKHBI JIJIsI PA3BUTUS OIIYXOJIEBOTO ITHYpa U Te-
pAIIMH OIIyXOJIel, HO He OXBATBIBAIOTCS MOJIEJIBIO

Mogensb orpannyeHa TOJIHKO MaKPOCKOITHIECKIM
CbeHOI\/IeHO.HOFI/I‘{eCKI/IM OIIUCAHUEM CBOMCTB TKaHU U
pocta. B Mozenn urHOpUpPYIOTCS CMEIeHne KpoBe-
HOCHBIX COCYZIOB, pa3pylleHne OKPYKalolnX HOP-
MaJIbHBIX TKaHell, a TakyKe obpas3oBaHue u Jjedop-
Mammsa ECM ¢ aHOMaJILHBIMI CBOHCTBAMM.

OHaKko JaxKe JaHHbIA IIPOCTOM ITOAXO0T TI03BOJIA-
eT OObSCHUTHL BO3HUKHOBEHHE TI'UIIOKCUYECKUX WJIN
JIMIIIEHHBIX TUTATE]bHBIX BEIIeCTB o0JacTeil u u3-
MEHEeHUdA IIJIOTHOCTU yHaKOBKI/I BHyTpI/I OHyXOJH/I. B
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paMKax Mojenn 3T IPPEKTH CTUMYIUPYIOT POCT
OITyXOJIEBOTO IITHYPA B AHU30TPOITHOM PEYKHUME.

2. Mopenp Tkanu. Ha pucynke 2 npejcras-
JieHa, cxeMa, Mojiesin THypa. s ymobersa Mosenn-
POBaHUS MOXKHO TTPE/IMOJIOKUATE OCEBYIO CUMMETPUTO
[IHypa.

IIpeamomaraercs, 970 TKAHD MOXKET OBITH OMUCA-
Ha KaK HACHITIEHHAS TTOPUCTAsT CPe/ia, COCTOSIIA 13
Tpex das: KJIeTOK, BHEKJIETOIHON KUJIKOCTU U YKECT-
KOT'O BHEKJIETOYHOI'O MaTpUKCa.

Q,

o

(b)

Puc. 2. (a) Cxema mmuypa. [Iposmdeparnsaas 06gacThb
OKpYy>KaeT COCy/l, HeKpOTHYIecKast 06JIacTh MOYKeT obpa-
30BBIBATHCS CHApY k1. KJIeTKU MUTPUPYIOT M3HYTPHU Ha-
pyxy. [lInyp okpyzkeH TKanbio xo3sauna. (6) Omyxosesast
obstactb §2; m obacTh TKaHU Xo3AuHa §2. KpoBeHocHbIH
COCY/T PACIIONIOZKEH BJIOJb OCH X

PaceMoTpumM O1yxoJib, paCoIOKEeHHYIO B KOHEU-
Hoit obmactu Q4(t) minockocrn = {z,y | 0 <
T < ZTmaz, 0 < Y < Ymao} (puc. 2 6). Ipen-
MOJTIATAeTCsI, ITO €CTh KPOBEHOCHBIE COCYJIbI, KOTO-
pBIE COBIAJIAIOT ¢ HEKOTOPLIMK TpanunaMu. CHadasa
PaCcCMOTPHUM CJlydail, KOrjla COCYJ HAXOMUTCA BJOJIb
ocu x (puc. 2). Dra MOJEIb OTJIMYACTCS OT OIUCAH-
noit B [10, 11], rze paccMaTpuBaIOTCs TPYIIIBL HAPAJI-
JICJIbHBIX IIHYPOB, a TKAHW XO3AUHA MEXKJy HUMHE
meT. BMecTo 3TOro pacCMOTPUM OJMH TITHYP, OKPY-
JKEHHBIII HOPMAJIbHOI TKaHbBIO.

Ouyxonesag obaacrb (£);) pacrer co BpeMeHeM
t. Jomommenne (25, (t) = Q/Q4(t)) cunraercs 3amos-
HEHHON TKaHBIO XO3dAWHA. MeXaHWdecKne CBOICTBa
obenx obsracTeil ONMpeIe/IIIOTCS OMHAKORO.

Ciiejyrolye nepeMeHHble OIUCHIBAIOT TKAHb: ¢ =
o(x,t) — obbemuas 110514 KIeToK, v = v(x,t) — 1o~
Jie ckopoctreit daspl Kiaerku, ¢; = ¢(x,t) — obbem-
HAasl JIOJIsST BHEKJIETOYHON KUJIKOCTH, v = v(X,t) —
oJie CKOpOCTel KUAKON dasbl, ¢ppcy — buxcu-
poBaHHAasT OOBLEMHASA JIOJIST KECTKOTO BHEKJIETOTHOTO
marpukca. O603HAYUM Yepe3 & TOUKY Ha IJIOCKOCTH
z = (z,y) € Q. Nnmeem

o+ ¢+ odpcm =1

st Beex € € §). YumrbiBasg, 9T0 2poy = const BO
Bpemenu (6e3 paspyieHnst MATPUIIBI ), MOXKHO TAKIKE

CUNTATD
o+ ¢y = ¢y = const (1)

Bagnanc maccel u 6ananc cun. Crenys [18],
UCIIOJIb3yeM CJIAYyIoue ypaBHeHus 6aaanca Macchl,
peJioJaras HeC2KUMaeMOCTh 2KUJIKOU 1 KJIETOUYHON



MOﬂe{IHpOBaHI/Ie BO3HHKHOBEHHA H pOCTa...

(1)3,3131, a TaKzKe OJMHaKOBYIO IIJIOTHOCTHb p IJId BCEX
KOMIIOHEHT:

0 T
G+ div(on) = = )
0

s div(pruy) = %, (3)
rpe I', ') — ckopocTu pocra KJIeTok u KuKoil (a3l
coorBercTBeHHO. IloCcKOMBKY p = const, masnee Oy-
JIeM Ha3bIBATh 0OBEMHBIE 0N ¢ U ¢ TTOTHOCTSIMUI
YIAKOBKY KJIETOK WJIU IIPOCTO ILIOTHOCTHIO, HO CJie-
ﬂyeT IIOMHUTB, 9TO (bI/I3I/IquKa$I IIJIOTHOCTH KJIETOK
U XKUJKOCTH PaBHA p.

Moxno Takke 100aBUTH TPETHil KOMIIOHEHT,
[IPEJICTABJISIIONIII  MACCy MEpPTBBIX KJIETOK, eIle
He 1peodPa30BAHHBIX BO BHEKJIETOUHYIO YKUIKOCTh.
IIpenmnosraraercst, 970 3TO IpeodbPa3OBaHe HAMHOTO
ObICTpEE, YeM POCT U MHOesTh KJIETOK, a Macca eIe He
PACTBOPEHHBIX MEPTBBIX KJIETOK JIOCTATOYHO MaJIa.

Jpyrumu  ciioBaMu, TIOJAra€M, 9YTO MEDPTBBIE
KJIETKU TIOJTHOCTBIO U HEME/JIEHHO PACTBOPSIIOTCS BO
BHEKJIETOYHOI KUJIKOCTH W 9TO BHEKJIETOTHAST YK JI-
KOCTb 3aXBATLIBACTCS MPU POCTE U MPOJHdepanun
kierok (I' = —T'). Dro nossosiger cyMMupoBaTh (2)
u (3) ¥ HoyuuTH CJEIyIONlee ypaBHEHUE OaJlaHCa
MAacCChI JIJIsI BCEeil CMeCH:

div(pv + ¢uy) = 0. (4)

IlockosibKy POCT M JIBUKEHHE KJIETOK HAaMHOTO
MeJlJIeHHee, 9eM YMEHbIICHNE MEeXaHUICeCKUX Hallpd-
JKEHnii, TpenedperaeM MHEPIMe 1 UCIOIb3yeM KBa-
3UCTATHIECKOE MPUOJIMKEeHre st OajaHca MeXaHU-
YECKUX HAIIPSAKCHUN:

—div(¢T) = m?,
—div(¢lTl) = mf.

(5)
(6)

B stux ypasuennax T n T; npeacraBisaioT coboit
TEeH30pbI HaTps2KeHuil Ko 7718 KJIeTOIHOM U XK1
KOil (a3 COOTBETCTBEHHO, a M’ ¥ Mj — CHJIBI B3a-
I/IMO,ZLeI‘/’ICTBI/ISI7 OKa3bIBa€MbI€ Ha KOMIIOHEHTDBI JIPYyT'U-
MU KOMITIOHEHTAMH CMECH.

IIpeanonaraercs, 9To TKaHL W30TPOIHA U WC-
[IOJIB3YEeT CUMMETPUIHBIE TEH30PbI HAIIPSIXKEHUN

T=—(p+Y(0)L

T, = _p]Iv

(7)
(8)

rae p = p(x,t) — BHYTpUTKAHEBOE JABJICHUE JKUJI-
kocTH, a GYHKIWsT Y (¢)) OMUCHIBAET MEXKKJIETOTHBIE
B3aUMO/IENCTBUSI.

B 3aBUCHUMOCTH OT THUIIa KJIETKU MOZKHO Ha6ﬂ}0-
TaTh HAIPSKCHUS He TOJILKO IPH C2KATHH TKAHM, HO
U IPU PACTSKEHUH. DTH HANPSAMKEHHs 3aBUCAT OT
MEKKJIETOYHBIX CHUJI CBA3bIBAHUA.

Bri6op X nogpobuo obcyxaaerca B [19).

CortacHO OOIIUM IIPUHITUIIAM TEOPHUH CMeceil, cu-
JIBI B3aMMOJIENCTBUAS MEXKJTY COCTaBJISIIONIMU MOTYT
OBITH OMUCAHDI CJICIYIONIM 00pa30M

m’ = pV¢ — Av + A (v; — v), 9)

mi = pV — Ai(v — ). (10)

Cua Bsi3Koro Tperusi —Av OnmchIBaeT ajre3uo KJie-
TOK K MaTpHUIie, I'/ie v — UX OTHOCUTEJ/IbHasd CKOPOCTb.
Tpennem Mexx Ty KuaKoi (ha3oit 1 MaTpurieil mpeme-
6peraioT, TIpemoaras, YT0 OHO HAMHOI'O MEHBIIIE,
4yeM TPeHUe KJIETOYHOU MaTpPHUIlbI.

BszanmoseiicrBue KJIeTKY ¢ JKUJIKOCTHIO OIMUCHIBA~
ercst wrenom £A;(v; — v). Homaras A; = ¢2/k, te
k uponmnaenocts cpeasr, ¢ yaerom (6), (8) u (10)
IMOJIyIM COOTHOIIIEHNE MEXKJ/Yy CKOPOCTBIO 7KI/I,Z[‘KOI‘/’I
das3bl 1 CKOPOCTHIO KJIETOK:

v =v— —Vp, (11)

P
KOTOpOE BhIpazkaeT 3axkon Jlapcu.
AwnanornunbivM o6paszom u3 ypasuaennit (5), (7),

(9) u (11) ms ¢ = ¢, — @ caenyer

. _%(¢*vp+ V(¢3(9)))-

Toncrapisisi moceIHIE BBIPAXKEHUST JJIsi CKOPO-
creil cmecu B (4), HOJMyYMM ypaBHEHHE JUIst ¢ U P
BUJIA

div((f + k) Vp + ”Z*V(gbz(gb))) =0. (12)

Toacrasisig v B (2), HOLYyYUM JIONOJHUTEILHOE
ypaBHeHUe Jjis TeX ke pyHKumit ¢ u p:

%~ dio( (0.9p+ Viom)) ) = .

T (13)

Cucrema (12), (13) MoxkerT OBITH yIpOIEHA
B IPEJIIOJIOKEHUH, YTO TPEHUE MEXKJly KJIeTKAMU
U YKHUJKOCTBIO OTHOCHUTE/BHO MAJIO. DTO O3HAUYAET,
410 wiensl £A;(v;—v) B ypasuennsx (9)—(10) npene-
6pexxumo masbl. Kak caencrsue, Vp TOTo 2Ke Opsi-
Ka, IMMO9TOMY MPEHEOPEKMMO MaJjl. Takum oOpa3oM,
ypasuenue (13) cBOAMTCH TOJBKO K OIHOMY ypaBHe-
HUTO 1t (DYHKIIUA ¢

r
% - dio( viesion) = .

Iocne pemenust (14) MOXKHO PeIIUTH ypaBHEHUE
(12), 4T06bl OLEHUTH BJIMSHUE [OBBIIIEHHOIO BHYT-
pukJjerognoro gassenns kujkocru (IFP) sayrpu
OITYyXOJIM, KOTOPOE MOYKET BJIUSITh Ha CKOPOCThH Tepe-
HOCA U yJIAJIeHUs] XUMUIECKUX BENIECTB U3 BHEKJIe-
rognoro upocrpancrsa omyxosn [20]. Omgnako sru
SIBJIEHUSI HE PACCMATPUBAIOTCST B JAHHON MOJIEJIN.

(14)
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MozkHO 3aMETUTh, 9TO B 3aBUCHMOCTHU OT BBIOOPA
Y ypasuenue (14) mMoxer crarThb ypaBHeHUEM OOpaT-
HOI udpy3un st HEKOTOPOTO (. ITOI0 MOKHO U3-
6exKaThb, ec/ii TapaHTUPYETCsl, YTO PEIeHUE YI0B/Ie-
TBOPSIET YCJIOBUIO

#3(9) + ¢*% > 0.

OpHako BHIGOP Y onpejesercs (heHOMEeHOJIOre-
CKUMHU COODDarKeHUsIMU, W MOJEJb OCTAeTCs B CH-
Jie TOJIBKO JIJIsi Te€X 3HAYEHUU ¢, JJisd KOTOPBIX 3TU
COOOpaXKeHNsT UMEIOT CMBICI. DTU OIPAHIUIEHUS MO-
ryT ObITH j1ake DoJiee CTPOTUMU, €M OIDAHUICHUS,
HaKJIa[bIBAEMbIE MATEMATUICCKIME CBOICTBAME MO-
JIEJIN.

Hampumep, eciin Beibupaercs X = ¢ — ¢g, 0xXKu-
JlaeTCsl, ITO PEIIeHNe OCTAHETCS OJU3KUM K HYJIe-
BOMY 3HAYEHUIO HANPIKEHUS (o W TIPUOIMKEHNe
JINHEHOW ynpyrocTu OyJeT MO-IPEXKHEMY aKTyaJlb-
HBIM. BpllenpuBejieHHas MaTeMaTudeckas mpob,ie-
Mma He noaxoautr id ¢ € (0,¢0/2), Ho ¢ dusmnoso-
IPHYECKON TOYKM 3peHus Jaxe ¢ = ¢g/2 aBiagercd
BeCbMa HEHOPMAJILHOM, MTOCKOJILKY OHA TPECTABIIS-
€T TKaHb, PACTSHYTYIO B JBa pa3a. Onucanmne Takoii
TKaHU, BEPOSTHO, TOTPeOyeT BBIOOPA KAK MUHUMYM
JIPYTOTO X WU UCIOJTB30BAHUS COBEPIIEHHO JIPYTOTO
OJIXO/1A.

Takum 0Opa3zoM, JUANA30H PEIeHus, JIJisi KOTO-
POro MOJIENTh SIBJISIETCS aJeKBATHOM, MOXKET OBITH /1A~
Ke Dojiee y3KHM, U€M JIMAIa30H, B KOTOPOM COOT-
BETCTBYIOIIAsT MaTeMaTHIeCKasi 3a/ia9a XOPOIIO 10~
CTaBJICHA. (DaKTI/I‘IeCKI/I MO/IeJIb UCIIOJIb3YyeTCdA TOJIb-
KO JIJTsT CATYAINN ¢ 22 .

Dueprerudeckuii  0Oamanc. Buosornueckas
TKaHb 110 CBOCIl CyTH ABJISAETCS OTKPBITONW CUCTEMOIL.
Omna 3aBHCUT OT HEIPEPBHIBHOIO IIPUTOKA IMATATEb-
HBIX BEIECTB, KOTOPBIE CJIy?KAT CTPOUTEIbHBIM
MaTepuaJioM JJjid TKaHU W UCTOYHUKOM 3SHEPIruu.
Haxxke mpocToe TOIep:KaHUe YKU3HEHHBIX (DYHK-
nuit Tpedyer SHepruu. YUUThIBas, UTO KJIOYEBON
OCOOEHHOCTBIO OITYXOJIEBOM TKAHU SIBJISIETCS POCT,
CTOUT TaKKe YYUTHIBATDL SHEPIHUIO, HEOOXOINMYIO
I fesieHusi Kyetok. llpemmosaraercsi, 9to 60/1b-
masi 9acTh SHEPIWU IOCTYIIAeT B TKaHU B (popme
[VIIOKO3bI. XOTd 3ITO HE COBCEM TaK, IOCKOJBKY
CYIIECTBYIOT JPYIU€ WCTOYHUKWA SHEPIUHU, TaKWe
KaK AMHUHOKHCJIOTHI u Jjuiuibl. OJHAKO HMEHHO
D-rmoko3a urpaer ImeHTpPaIbHYIO POJb B OOMEHe
BEIIECTB.

YHucToplit TPUPOCT SHEPTUU TVIIOKO3BI MOYKET Ba-
PBHPOBATHCS B 3aBUCAMOCTH OT JIOKAJIHHBIX YCIOBHIA.
[TonHoE oKHCITEHNE Oy IeT npousBoauTh 10 2840 K Ik
HA& MOJIb IVIIOKO3BI, HO TpebyeT 6 MOJIEKyJ KHUCJIOpPO-
1a Ha MOJIEKYJIY TVIIOKO3BI. DTO IPUMEDPHO SKBUBA-
stertHo 30-32 mostekyam ATP wa Mosiekysry TIioKo-
361 [21].

IIpu wemocraTke KHCIOPOJA BO3MOYXKHA TOJIb-
KO TIepBas YacTb KaTaboJIUIecKoro myTu. [mKon3
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[IPOM3BOUT TOJIBKO JiBe MoJjieKysbl ATP nHa moJie-
KyJIy TVIIOKO3BI, HO He TpebyeT Kucaopoma. [lupysat
(cosb), obpasyromuiicss BO BpeMsl IJIMKOJIU3a, B 9TOM
caydae TPaHCPOPMUPYETCS B MOJIOUHYIO KHUCJIOTY
(puc. 3).

9TO MOXKET OBITH BBIPAYKEHO B BUJE JIBYX OJHO-
BPEMEHHBIX peakiuii (Ha caMOM JeJie TIEIOIKa Peak-
it ropasio JIMHHEe U MeHee npsiMosinHeitna). [los-
HOE OKHUCJIEHNE MOYKET OBITH BBIPAYKEHO PeaKIineit

Glc+ 60, — 6CO3 + N ATP,

e N ~ 30 — 32 — kosimuectBo moJieky1 ATP, o6pa-
BYIONIMXCH [IPU IIOJHOM OKUCJEHUH [VIIOKO3bI. B [22]
npesiozkero N = 36. Hacruunoe (aHasSpOoGHOE) OKHC-
JIEHUE TJIIOKO3BI BBIPAYKAETCH CJIELYIOMNM 00pa3oM

Gle — 2Lactic acid + 2 ATP.

Glucose

glycolysis

2 Pyruvate
anaerobic conditions

2 Lactic acid

AG = —146 k] /mole
(2 ATP per molecule)

aerolic conditions
2 Acetyl-CoA + 2 COz
citric acid eycle

4 CO2 + 4 HoO

AG —2840 kJ/mole
(= 30-32 ATP per molecule)

Puc. 3. KaraGoiuueckue IyTH IVIIOKO3BL (11O JAHHBIM
[21]). AmnaspoGHbIil 1yTh MeHee 3HeproaddeKTuBeH,
1, KPOME TOI'0, OH OKHUCJISIET MUKDPOOKPYKEHUE

XoTsT aHadPOOHBIN TyTh SABJISIETCS MEHee dHep-
roadhdekTUBHBIM (BBIXOJ] COCTABJSET OKOJIO 5 % or
9TOro B ciydae (yJUIOKCUIUPOBAHUL), OH JAET IBO-
JIHOIMOHHOE IIPENMYIIECTBO OIyXoJsiM [5, 23, 24].

B paccmarpuBaemMoit MOJETH  IIPEJITOJIaraeTes,
9TO MPOUCXOAUT TOJBKO IOJHOE OKHCJICHUE, W OITy-
XOJIb €Ille He CIOCOOHA K M3MEHEHHOMY KaTaboJIn3-
My roko3bl. Ckopocts niponssojctea ATP (moste-
KYJIbl 9HEPIOHOCHUTEIs) IIPOLOPIMOHAIBHA CKOPOCTH
noTpebIIeHIsT KUCI0Poa:

d[ATP]

d[O,]
7 6 .

N
dt

910 HaBJIOEHNE MMO3BOJISIET YYUTHIBATH B MO-
JIEJIM TOJIBKO KOHIIEHTPAINIO KHUCJIOPO/A, TOCKOJIb-
Ky oHa 3PDOEKTUBHO OIPEJIE/IACT KOJUIECTBO dHED-
rUd, JOCTYIHON JJId KJAETOK. B MUKPOCKOITMIECKOM
(kerounom) maciirabe MOXKHO HAGJIIOAATH HAKOI-
JIEHVE SHEPIUH B BHJIE KaK 3allaca [VINKOI'€HA, TaK



MOﬂe{IHpOBaHI/Ie BO3HHKHOBEHHA H pOCTa...

u nakorjieauss ATP B dasax Gl u G2 kjaerodno-
ro nwmkia. [Ipesmonaraercs, 9o B MaKpOCKOIHYe-
ckoM (TKameBoM) MacmTabe 31 I(DdEKTH HAKOI-
JIEHUsI SHEPIOHOCUTEJIEHl B OTHEJbHBIX KJIETKAX Me-
Hee BayKHBI. JpyruMu cjoBaMu, GucTast BHIPaAOOTKA
SHEPTUN yCPEeTHEeHA TI0 BCEMY KJIETOTHOMY IMKILY, U
60JIBINOE KOJIMIECTBO sIeeK PABHO HYJIIO.

JlanHoe TIpeIIoIoyKeHne 03HAYALT, YTO B MAKPO-
CKOIITYECKOM MaciITabe BCsi IPOU3BeIeHHAS SHEPTHsT
UCIIOIb3yeTCs HeMe TeHHo. B paMkax 3Toit Mosesn
[IPEIIOJIATAETCs, YTO €CTh J[BA BAPUAHTA HCIOJIH30-
BaHUsI SHEPIUU:

®  [IO/[IepPKAHTE
(by HKU,I/IIU/I,

® KJIETOYHOE JICJICHUE U POCT.

C MHUKPOCKOIIUYIECKON TOYKU 3pEHHsi IIePBOe —
910 3arparsl npedbbiBanus B dhaze GO, a Bropoe — 310
3aTparhbl Ha 3aBepIIeHne MOJIHOTO KJIETOYHOTO IUK-
J1a. Borpock! 3HepronoTpedbIeHnst PAcCMaTPUBAIOTCS
6oJtee TIOIPOOHO B pasiesie o mpoandepannn KIeTok,
ux rudejin u noTpedIeHI KUCIOPOIA.

MHUHHUMAJIBHBIX  2KHM3HCEHHDBIX

Pacnpenenenune kwuciaopoga. B omyxomsx,
I7le IPOMCXOMIAT TIOJTHOE OKUCJICHHUE TJIFOKO3bI, IIPeJl-
cTaBjisieT UHTEpeC olpejesieHne Kucjaopoga. Ilycrs
c(x,t) — KoHNEeHTpalWs Kucjaopoga. Kuciopos ss-
JISI€TCS OHUM M3 HEMHOTUX OMOJIOTMIEeCKUX XUMUIe-
CKHUX BEIECTB, PACIpe/e/IeHne KOTOPhIX B TKAHU pe-
TYJIUPYETCs TPOCTBIM 3akoHOM Janddy3un Puka, mo-
CKOJIbKY OH MOYKeT cBOOOIHO andpyHINpOBATH e~
pe3 KieTouHble MeMOpaHsbl [21].

Xotst ckopocTh Auddy3un KICI0poIa depe3 Kie-
TOYHBbIE MEMOPAHBI MOYKET OBbITh HIKE, YeM B CBODO/I-
HOM 2KUJIKOCTH, TIPEJII0JIAraeTCsl, YTO KOHIIEHTPAIIs
KHUCJIOPOJIA BHYTPHU KJIETOK TaKasl YK€, KaK BO BHeE-
KJIeTouHON kujkoctu. Kucnopon muddynaupyer B
TKaHU " HOTpe6JI?{eTC5{ OITyXOJIEBBIMU KJIETKaMu CO
cKopocThio ¢(z, ¢, d):

O — Dicta(a,c0),

e D — xkoadpdurment muddy3nn Kucaopoa.

Oxkunaercs, 9To noTpebienne KUCJIopoja B II0-
KOSIINAXCS ¥ aKTUBHO MPOJIHMEPUPYIONUX KIIETKAX
Oyzer pasubiM. [TockonbKy ¢(, ¢, ¢) 3aBucut OT CKO-
pocTu mposindepalun KJIeToK, To OH OyJIeT paccMOT-
peH B MyHKTe O Tposmdeparnun KiaeTok. [lomoxmm,
aro auddy3us KUCIOpOJa ropasio ObicTpee, deM
pocrt omyxoJin. Torja pacipejeieHrne KUCJI0pojia B
TKaHW dABJIETCH KBasucrarmdeckuM. Ilo sroit mpu-
quHe IpeHedperaeM MPOU3BOJIHON 110 BPEMEHU U UC-
moJib3yem ypabHenue IlyaccoHa Jijisi onucaHusi pac-
Ipeie/IeHnsT KICIOPO/Ia JITst JII00O0# JaHHOi (hOpMBI
OITYXOJIH:

(15)

DAc= _q(fE, Ca¢)? (16)

Mcrounukamn Kucaoposa SBJISIOTCS KPOBEHOC-
ople cocyanl. [lomaraercsa, 9To0 KOHIIEHTpAIUS KUC-

JIOpOJia BHYTPH COCyN0B mocrosigHa. C TOuKH 3pe-
HIST MOJIETUPOBAHHSI 9TO SKBUBAJIEHTHO IIPUMEHEHNIO
CPaHUYIHLIX ycaoBuil Jupuxie IjIsl KOHIEHTPAITUI
KICJIOPOJia Ha MOBEPXHOCTH COCY/IOB (IPAaHMUIBI 00-
JIACTH).

IIpomudepanusa, rubesap u noTpedeHUHE
kucsiopoga. Kak ormeuasnoch pamee, upe3mepHast
npoJindepaliys KJIeTOK SIBJISeTCs KJII0UeBOi 0co0eH-
HOCTBIO pa3BuTusi omyxonu. [Ipomudepanns u ru-
6eb KJIETOK B YCJIOBUSIX HEPABHOMEPHOTO pACIIpe-
JIeJIEHUS] [IMTATEIbHBIX BEIIECTB UI'PAIOT PEIIAOILY 0
posib B (POPMUPOBAHUU CTAIMOHAPHON CTPYKTYPbI
ouyxoJsesoro muypa [10, 11].

Takum 006pa3oM, BaKHO OTPA3UTh B3AWMO3aBU-
CHMOCTB TIPOIECCOB POCTa,/Tubesn, a Tak:Ke KOJIH-
9ecTBa JIOCTYIHOTO KUCJIOPOJa W MUTATETHHBIX Be-
mectB. OJIHAKO OCTAETCS OTKPBITHIM BOIIPOC O TOM,
KaK IPOIECChl TPOoIudepaun 1 Tude I 3aBUCIT OT
pacipejiesieHnsl TUTATeTbLHBIX BEleCTB.

IIpeanonaraercg, 9TO0 KJIIOYOM K TTOHUMAHWIO
9TUX IIPOIECCOB SIBJISIETCsI YHEPreTUIECKUil DasIaHC.
Iycrs aas cxopocrn mpoussonacrsa ATP Qg (x,t)
CIPaBEJINBO yPaBHEHUE

Qa = k¢g(c)7

riae k — HUHTEerpaJibHasA CKOPOCTb peaKIUU OKUCJICHU A
oKo3bl, a g(c) onpegenser 3(PdOEKTUBHOCTD OKHC-
JINTEJILHBIX TIPOTIECCOB KaK (DYHKIIMIO TTOJATH KHCJIO-
poja.

IIpeamomaraercs, aTo

IPH ¢ K Cy, TIE C; — MIOPOrOBast KOHIIEHTPAIHS KIC-
JIopojia, Bbilie KOoTopoil BeipaboTka ATP orpannue-
Ha HU3NOJIOTTIECKUMU OIPAHTICHUSAMUI KJIETOK, a He
cHabXKeHreM KHUCJI0pojoM. IIpumepom Takoii pyHK-

i OyaeT
c
= tanh [ —
o) =tanh (<)

i Kjaaccudeckoe mpapmiio Michaelis — Menten

g(c) =

c
cy+c

IIycts Qo — yposens norpebirenns ATP us-3a
norpebHOCTEl B 0OC/IyKuBaHuu. Kcjim HakoIjeHue
ATP orcyrcrByer (cM. pasjen «Duepreruueckuii 6a-
JaHcy ), kouenrpanusg ATP gpisiercst nocTosiHHOIA,
a obrias ckopocTsb norpebdiennst ATP 3asucur ToJib-
KO OT KOJIMYECTBA MOTPEDJISIONINX KJIETOK:

QO = _é¢a

e 6 — obmmit ypoBenb norpedsienust ATP na kier-
Ky B JIAHHBIX YCJIOBUSAX. 10T1a CKOPOCTD TOTJIOMICHUST
ATP c nesnbro pocra u jiejieHust Oyaer

*QM = QA + Qo = (kg(c) — é)¢-
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DTO OIpeJIesIsieT CKOPOCTh POCTa:

QM In2 A
=22 = 22 (kg(e) 0,
Qs Qs
rae Q(I)V[ — cpeaHue pacxXo/bl IIOJHOI'O KJIETOYHOI'O

mukia (permmkanus, poct G1, cuares THK u poer
G2), a (+)4 obo3HAUAET TIOJIOKUTETHHYIO YacTh (-):

Mex 1y Tem, morJiomneHne Kucjaopojia

e, ) = —1-Qa =~ 2rdg(c).

OHUM U3 JIOTOJIHUTEIBHBIX CBOICTB 9TOi MOjie-
JIA SIBJISIETCs HAJMYHE KPUTUYIECKOTO YPOBHA KHCJIO-
pojia, HUXKe KOTOPOTO IpoJindepariis HeBO3MOXKHA.
[Mpeamonarasg, 9ro g(¢) MOHOTOHHO BO3pACTAIONIAL
dyukusa npu ¢ > 0, g(0) = 0. Pacemorpum ciry4aii,
Korjia Bech npousBeiennbiit ATP ucnosbayercs st
[OJIJIEPXKAHIS YKU3HEHHBIX (DYHKIIUIA:

QA+Q0=kg(C)—é=0~

Ecom k£ > 0, 6 > 0, Torza cymecTByeT cg > 0
TaKoe, 4TO Ipu ¢ < ¢y POCTa HET:

g(co) =

El SN

Korma ¢ < ¢y, upoussoucrso ATP spisiercs
megocraTodnbiM. lIpesmonaraercss, 9To, Korjga BbI-
paborka ATP HemocrarodHa, BEIXKUBAIOT TOJBKO T€
KJIETKH, KOTOPBIE MOI'YT MUTATHCS C 3aJ@HHOI CKO-
pocrbio BoipadboTrku ATP:

kg(c)

(bsur'uiving o %

¢ Qo

[ToaroMy moJisT yMUpAIONUX KJIETOK OIpPeesseTcs
¢)dy7,'ng _ (1 _ kg(C)

dopmyoit
¢ 6 >+'

TOI‘ILa YPOBEHb CMEPTHOCTU €CTb

c<¢

~ )

In2 In2

9’7’1/2

I~ =—¢

—¢

+

97’1/2

(0-ko(c)) (ko(0)-0)
IJIe T1 /2 — <TIEPHOJ IOy PACIIAIA» YMUDPAIOIIIX KJle-
TOK, a (x)_ orpunarenbHas dactb (z) : (z)_
(—2)+, '~ < 0. Haxouer, uMeeTcsl Cie Ly IOMHi *WICH
yPABHEHNs POCTa/CMEPTH I ¢

In2

QY

1 TaK2Ke CJiaraeMoe IIOIVIOIIeHHsd OJigd C:

D =T 4T = = (kg(c))s — o (hglc) — )

T1/2
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ale,9) = ko).

DTOoT MOAXOM ObecrednBaeT PA3yMHYIO CBHA3b
MeXKJIy norpebsieHreM Kncsjaopojga u pocrom. Omma-
KO €CJIN UMEEeTCs JIOCTATOYHOE CHAOYKEHHNE KUCJIOPO-
noM (g(c)=1), 1o cuaaraemoe pocTa HE HAKJIAIHIBA-
eT KaKux-J1nb0 OrpaHrIeHuil Ha poJindepaliio Kiie-
TOK, OJTHAKO ¢ HUKOTJA HE JOJI’KHA MPEBBIMATh Qy,
LIOCKOJIbKY OHa orpanudena (opmysioii (1).

Takum 06pa3oM, Takoil WIEH POCTAa MOYXKHO HC-
[10JIB30BATh B MOJIEJU TOJBKO B TOM CJIydae, €CJId OH
COIIPOBOXKIAETCH OTPAHMYEHUEM IIJIOTHOCTHU YIIAKOB-
K1 KJIeTOK. Harpumep, 510 MOXKeT ObITh JOCTUTHYTO
¢ nomompio dyskmun X(¢) rakoi, uro lim X(¢)
400 ipu ¢ — ¢,. Ha camom sesie 3T0 MOXKET OTIH-
CaTh CUTYAIINIO, KOTJa KJIETKH PA3MHOYKAKTCS He3a-
BUCHUMO OT IIJIOTHOCTU TKAHHU.

B nmammom mosxosie Takoe TpeboBaHUE HE UCIIOb-
syercs. Bmecro sroro momudumupyercs (4, 4T06bI
uarubuposarh nposudepanuio (npoussoactso ATP)
B CJIMIIIKOM IIJIOTHOI TKaHWU:

QA = kQSf(C)g(C)’

rae f(¢) — dyukuusa ropmoxenus. Ona ucuesaer,
Korya ¢ = ¢,. Bosmoxubivu Kauaugaramu 1 f (o)
apysiioresa f(@) = (¢ — ¢x) (910 Hano Gbl wien Jio-
rUCTHYECKOro pocra Jjyist g(c) 1) wm f(¢)
Ho-6).

Coxpansig Q 4 +Qo+Qy = 0, mveeM ciie Ly oMt
qUCTBIN KO3ddurmenT pocra

L =T74T7 = 76(f(4)g(c)—0)+—ed(0—f(¢)g(c))+,

(17)
rie 0 = 6/k — 6a30Bblii PAcXo/| COAEPIKAHI HA OJIHY
KIetky, v = kin2/Q9%, — ckopocts pocra, n £ =

kln2/01y /2 — ypoBeHb CMEPTHOCTH.
Yo KacaeTcs CaaraeMoro noTpebIeHnst KHCJI0PO-
Jla, TO UMeeM

(¢, ¢) = —agdf(d)g(c),

riae « = 6k/n — CKOPOCTDb MOMJIOMIEHUS KUCIOPOIA.

B srom ciryuae 6ostbIiie He BBOINTCS KPUTHIECKOE
3HAYEHME [UTATEIbHBIX BEIECTB Cg, IOCKOJILKY OHO
OyJeT 3aBUCETH OT JIOKAJIBHON IJIOTHOCTH YIAKOBKH
¢, yauTBIBasI, 9TO (4 HE SIBJSETCS JTUHEHHON (yHK-
nueit oT .

MoxHo wucronb3oBars f(¢) const n g(c)
¢/Cyy HO B 9TOM CJIyuae CJIeJyeT MOMHHUTb, 9TO 9TOT
TUII MOJIEJIH JIEfiCTBUTEIIEH TOJIBKO JI0 TeX 10D, [IOKa
permenue ¢ octaercs B auanazone ¢ € [0, ¢*].

[peamonaraercs, 9ro CyIMIECTBYeT UHTEHCUBHAS
nposindepalins B OMyX0JIeBOil TKaHUW, KOTOpas Orpa-
HUYEHA TOJILKO HAJIMIMEeM dHeprun (KUCJIOPOJIa 1 11U~
TATEJIbHBIX BEIIECTB) U HPOCTPAHCTBA (pasyMHbIe
OrpaHUMYeHNd IIJIOTHOCTHU YIIAKOBKH IIPUMEHAIOTCA
TakzKe K OIyx0JieBoii Tkanu). Takzke 1penosaraer-
csl, 9TO HE upe3MepHag nposmdepanus, Hu rubesib

(18)



MOﬂe{IHpOBaHI/Ie BO3HHKHOBEHHA H pOCTa...

KJIETOK HE IPOUCXOIAT B TKAHW XO3AWHA. ITO MPEI-
IIOJIOZKEHNEe, BEPOATHO, HE€ O4YEeHb OI'PaHUYUTEJIbHO,
TaK KakK OOJIBIIMHCTBO KJIETOK B 3PEJOM OPraHn3-
Me YeJIOBeKa JOJIKHBIM 00pa3oM auddepeHmpoBa-
HBI ¥ yTPATUJIU CIIOCOOHOCTD JI€JIUTHCSI.

Ecan HeoOxomuMo npuHUMATH BO BHUMAaHUE Jie-
rPAJIAIIo TKAHU XO3AWHA, TO TEPMWH JI€TDaAINs
OyIeT MO CyIIeCTBY TaKUM Ke, KaK M JJIs OILyXOJIe-
BOI TKaHu (BBIKUBAIOT TOJBKO T€ KJIETKHU, Y KOTO-
PBIX €CTh MUHUMAJIbHBLI 3a11aC SHEPIUH ):

'™ = —e¢(0 — f(d)g(c))+-

ITockosbky mrpostudepariust OTCYy TCTBYET, TOTPED-
JleHne KHUCJIOPOJa I TAaKOil TKAHU OTIMYAeTCH.
Yuanreisasi, ato Bee npousseiennbie AT ucrnosb3y-
foTest 1ist copeprkanus rranu (Qo 4+ Q4 = 0), Torga
CPOK TIOTpebJIeHHST

(19)

q(¢7 C) = _é¢7
WK B TepMUHAX « U 6
Nab
q(¢,c) = —T¢- (20)

3. T'paHuyHble W HaYAJbHBIE YCJIOBUS.
[TepBonavabHO 006a THIA TKAHN HAXOIIATCS B COCTO-
AHUU ITOKOS:

¢(£L’, 0) = ¢O

B nannoit momenn ecTh UsAThb rpaHuil; 0 yest,
aQeasta aQsouth; aQnorth — YeTbhIpe BHENHUE T'pa-
HUIIBI 00JIACTH MOJIEIN U BHYTPeHHssl Tpanutia 0,
(3ro rpannna mexkty Q; u j, WM IPDAHKIA OILYXOJIH
U XO35UHA).

(21)

¥y aﬂm}n’ h

aQW?.S!'
a-Qeasf

aQsom.‘s

Puc. 4. Tpanunpt obnactu OQuest, 0Qeast, Osouth,
OQporth U TPAHUIA OMYXOJIM U XO3siUHA O€dip,

I'panuria ob6Jiactu. Beigesnsiercs Tpu  Buja
BHEIIHUX I'DaHuIl; 1) rpaHuIia, CoBIAIAIONIAs ¢ KPO-
BEHOCHBIM COCYJIOM, 2) OTIaJIeHHas IPaHuna, 3) och
cuMMeTpun. [jist rpaHuIl, COBITAAIONINX C KPOBEHOC-
HBIM COCYJIOM, IIPE/IIOJIAraeTCst, YTO IPOHUKHOBEHNE

KJIETOK B COCY/T OTCYTCTBYET, a 3alac KICJIOPOJa BCe-
IJIa JIOCTATOYEH JIJIs TIOJIEPKAHUS €r0 ITOCTOTHHOMN
KOHTIEHTPAIIH Cjp,:

3(#%&5)(% t) = ¢o, c(z, t) = Cin,
Ie N — eIUHUYHAS BHEIOHAT HOpMAaJb B {). DTu rpa-
HHUIBI ABJIAIOTCA €/IMHCTBECHHBIM NCTOYHUKOM KHCJIO-
poJa [ paccMaTpUBaeMoil 06J1aCTH TKaHM.
15 OTHAJICHHBIX TPAHUL] IPEIIOJIaraeTCsl, YTO
OHN He IOJBEepP:KeHbI BIUSHUIO POCTa U 4Yepe3 HUX
He IPOXOIUT KUCIOPOI:

(22)

o(z, 1) = oo, %(x, t)=0. (23)
on
B GoubmmHcTBe MOe/Ieil IIpejnoaaraeTcda, HTo
POCT CUMMETPUYEH OTHOCHTEILHO OJIHOM M3 TPAHMUIL
061aCT], U JJIs 9TOH TPAHUIIHI

9¢%(9) _ _
T(I’ t) =0, %(x, ) = 0.

I'panuria onmyxoJsin u xo3auHa. ['panura ormy-
XoJii U Xo3suHa, 0§)y;, COBIAJAET ¢ (PU3UIECKON Ipa-
HUTIEH MHOYKECTBa OITyXOJIEBLIX KJIETOK U JIBUYKETCS
CO CKOPOCTBHIO KJIETOK V.

[IpeamosiaraeM HeNPEPBIBHOCTH HAIPSIZKEHUST Ha,
IPAHUIIE OILYXOJIb — XO3UH Oy :

lim 6%()(a+en, ) = lim 6(6)(z— en,1). (25)

dc (24)

Eciu dynkuua X(¢) opunaxosa g obenx TKa-
Heil, TO yKa3aHHOE BBIIIE YCJIOBUE II0/Ipa3yMeBa-
€T HelpepbIBHOCTh. KuHeMaTndecKne OrpaHndeHust
W 3aKOH COXPAHEHUWsT MacChl TPeOyIoT, ITOOBI CKO-
POCThb TPAaHUIIBI PA3JIesia MEeXKIy HeCMeITnBAIOIIencst
TKaHbBIO Y/IOBJIETBOPsJIa YPABHEHUIO

von, =5 V(ES(@) n  (20)

4. MacmirabupoBanme Mojeau. B sToMm
[yYHKTE THJIbIbI OYyT HCIOJb30BAHBI Jjisi 0DO3HA~
JeHnsT 0e3pa3MEpPHBIX TEPEMEHHBIX. Y YUTHIBas, UTO
TKaHb IIPEJICTABIISAET COOOI HACBHIEHHYIO TOPUCTYIO
cpely M 9TO ¢ + ¢ = (4, MOKHO MACIITaOUPOBATD
00BHEMHYIO JIONIO KJIETOK:

TakuM 06pasoM, ¢ = 1 Gyer HpeCTaBIATD CO-
60if MaKCHMAJIbHO BO3MOXKHYIO INIOTHOCTH YIIAKOBKHI
KJ1eToK. KoHIeHTpaIms Kucaopoaa MacrrabupyeTcst
C y9eTOM KOHIIEHTPAIUU KUCJIOPOJa B KPOBEHOCHOM
cocyJe:

Cc = CCip,.

VYuaureiBasi mpocTpaHCcTBeHHBIH MacmTad L u Bpe-
MEHHOI MacIITad T, MOJOKUM

r=1zL,y="yL,t=tr.
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Vpasuennst (14) u (15) MOKHO EPEIUCATE B BUJIE

a‘% OuT

~ ~ o~ B TF(¢¢*7661n)
57 L2Adw ((bv (¢E(¢¢*))) = Ty
9 Dr+ -

Dyukuus uz (17) B 6e3pasMepHbIX IEPEMEHHBIX
UMeeT BUJL

(¢, &) =70+6 - (f(dds)g(Ecin) — 0)4—
— 0.0+ (0 — f(0D.)g(ECin))+

TTonoxxkum

D
L=+vDr=,=2L
v

Torma ypaBHeHue i KJI€TOIHON (ha3bl 3ammnch-
BaeTCs B BHUJIE

% i (39(356)) = TG, (2n)
e
_ o
=D

KO3 DUIMEHT TOABUKHOCTA  KJIETOYHON — asbl,
a dyuknun ¥ u [' ObLIH ONpEJIe/IEHBI CJIEIYIONTAM
0OpazoM:

S(¢) = X(6¢.),

(6.2 =0(f(66.)g(ecin) =) -
— (0~ f(do)gEen)) -

C y?Ke M3MEHEHHBIM MacCIITabOM CKOPOCTH CMEDPTHO-

CTH €
_ €
E=—.
Y

C yuerom (18) ypasaerune (15) MOXKHO IpejicTa-
BUTH B BUJIE

8~ — - -
8{ = NG — adf(9ps)g(Ccin), (28)
rae
I on
o= —0qQ
'Ycin

Hasee 6yiem HasbiBaTh ypaBaenus (27)—(28) 6es-
Pa3MepHOiT MOJIEIBIO POCTA TKAHM.

5. MopgenupoBauue. OcHoBHas (dopma MO-
JIeJIl — POCT BJIOJIb OJIHOI'O KPOBEHOCHOI'O COCY/IA.
B a7oit hopme rpanutia 2gpyep ABIAETCT CTEHKOHN CO-
cyna, 0Qyest — 0Cb cuMmMeTprr, a 0eqsts Onorth —
OTJaJIeHHbIe I'PaHUIIbI.

Pacemorpum kBagparnyio obsnacts ) = {z,y :
x €1[0,1],y € [0,1]}. IIpeanosaraercs, 9To B Hadase
OTIyX0JIeBas TKAHb 3aHNMAaeT 06,1acTh BOJIU3U COCy/Ta
{z,y: Va2 +y> <ro},ro=02.

[Ipu MoOzmeMpOBaHUN WCIIOJIB30BAJIICH CJIELYIO-
1ye apaMerpbl MOJEJIH: IIJIOTHOCTD YIIAKOBKHU B CO-
crosiauu 1okost ¢g = 0.75, X(¢) = ¢ — ¢o, no-
JBUZKHOCTH KJeToK i = 0.01, comepkanme KJIeTKH
0 = 0.15, yposenb cmeprHOCTH € = (.8, CKOPOCTH 110~
riomenns kucjaopoga o = 200, npoussoacrso ATD
ua kierky f(¢) =1 — ¢, abdexruBHOCTL UCIIOIB3O-
Banus Kucjaopoga g(c) = c.

[TepBoHaYAIBLHO POCT TPAKTUIECKU U3OTPOIIEH 110
TeX II0pP, [OKa OKOJIO IHypa He CPOPMUPYETCS TI'H-
nokcuveckas obsacrs (puc. ba, b). Bosee nosanue
CTAJIUH POCTA XaPAKTEPU3YIOTCsI TIOUTH OJTHOHAIIPAB-
JIGHHBIM POCTOM BJOJIb cocya (puc. 5c, d, e).

[luyp gocTuraer m CoXpaHsgeT MOCTOSHHLIN pa-
JUYC, & TaKzKe pacreT J0 TeX II0P, IIOKa I103BOJIACT
BBIYUCJIUTEbHAST 00JIACTD. BHeMNHssT 9acTh OIyXo-
JIEBO ITOJIOCHI COIEPIKUTCS B IUIOKCUIECKUX YCJIO-
BHUSX, U TaM IPeodJIaIaloT IIPOIECCHl Jerpalalluu
TKaHU (IUIOTHOCTH YIIAKOBKU KJIETOK HUYKE, YeM Ta
JKe IJIOTHOCTh B COCTOZHUU IOKO#). BHyTpeHHss
4acTh OILYXOJIEBOI IOJIOCHI, KOTOPasi HAXOIUTCS Psi-
JIOM C COCYJIOM, HA0DOPOT, aKTUBHO TPOJIIMEpupyeT
(puc. 5f).

BaxkubiMm HAOIIOIEHIEM SABJISIETCS TO, YTO B 0014~
ctu (PUKCUPOBAHHOIO PAJINYCa, BJAJM OT BEPIITHBI
IIHYpa pacipejie/ieHue KJIeTOK SIBJISIETCS JIOBOJIBHO
miockuM. HanbosbInast IIoTHOCTD YIAKOBKH KJIETOK
HADJIIOJIAETCS] Y CAMOTO KOHUMKA TIHYPA.

[Iporpammuoe obecriedenne Jjist  MOJIEIUPOBaA-
HUsl TO3BOJISIET YYUTBHIBATH MOTPEDJIEHHE KHUCIOPO-
Ja B HOPMaJIbHOW TKaHU XO3dAWHA U €€ paspylle-
HUE B YCJOBUSIX THIIOKCHU, KaK OIPEJIETICHO ypaBHe-
uusimu (19), (20). Pesysnbrarhl CX0KH ¢ TeMH, Tje
TKaHb XO3AMHA He noTpebssier kKucaopox (puc. 6).
Txkanb xo3s1HA TOTPEO/ITET MEHBITIE KUCJIOPO/Ia, TEM
OIIyXOJIb, TIOTOMY YTO XO3sUH JIOJ?KEH IOKPBIBATH
pPacxo/ipl TOJIBKO Ha IOJJIEPXKAHNE KU3HU, a OIly-
X0JIb — eIlle W Ha MoJJIepyKaHre pocTa. 1em He me-
Hee HEKPO3 TKAHW XO3SMHA B YCJIOBUIX TUIOKCUH,
OYEBUJIHO, OObsICHSIET YBeJIMYEHNe MIUPUHBI IIHYPA
U U3MEHEHUsI ero (pOpPMHbI.

Poct okosio Touku BerBisieHusi. [Ipyras un-
TepecHass (opMa — 3ITO TOYKA Pa3BETBJCHUS CO-
cymoB. MbI MojempyeM [IBa COCyZa HA TPAHUAINAX
OQsouth 1 ONuests & 0eqsts Onorth KAK OOBITHO OT-
JIAJIEHHDBIE TPAHUTIBI.

Havanbuble ycaoBus u ImmapamMeTpbl TaKue Ke,
KaK M B TPEJBIIYIIEM Caydae, 3a HUCKIIOICHUEM
6oJiee BBICOKOH CKOPOCTH IOTJVIONIEHUSA KHCJIOPOIA
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0 01 0z 03 04 05 08 07 08 08 1 0 01 02 03 04 05 06 07 03 08 1

(a) . t = 0, initial configuration (b) e. £ = 100, end of spherical expansion

0 Q1 0z 03 04 05 08 07 08 08 1 0 01 02 03 0.4 05 08 07 08 08 1

(©) e, t =400 e, t =600

0 01 02 03 04 05 08 07 0F 08 1

(©) ¢t = 700

0 01 0z 03 04 05 05 07 0F 09 1

() b, t = 700

Puc. 5. Poct mmypa Brosb cocyna. Ilonoxkenne rpanuiis
OILyXOJIb — XO3sIMH IIOKA3aHO KUPHOI jmHuelr (a — e).
V301MHIT TIOKA3BIBAIOT KOHIEHTpaIuo Kucaopoja ¢ (f).
V30/TMHAT TOKA3bIBAIOT TLIOTHOCTL YIIAKOBKHU KJIETOK

a = 400, arobbI c6aTaHCUPOBATD JIOMOJHUTEILHYIO
[OJIAy KHCJIOPO/IA.

MokHO 3aMeTHTD, ITO B C(ODOPMUPOBAHHOM TITHY-
peé ecTh Ba OTPOCTKA, KAaXKIbIl U3 KOTOPBIX BEJET
cebst MOYTU AHAJIOTMIHO OJUHOYHOMY IITHYPY U3 Iep-
Boit Moztesu (puc. 7).

DTO TO3BOJIAET MPEANOJIOXKUTb, UTO 00CYKIae-
MBI TIOXO0/T K MOJIEJIUPOBAHUIO MOYKET OBITh HCITOJIb-
30BaH JIJI ONHUCAHUST PACHIMPEHUs OILYyXOJIH BJOJIb
COCYZIUCTON CeTH.

Pocr mexay mnapajiiesibHbIMU COCYJaMU.
HeckosibKo nHbIe Pe3yabTaThbl Hab/II0MAaI0TCs TIPUA Ha-
JIMIUH JIBYX MAPAJIETBHBIX COCY/IOB, TJie TEePBOHA-
YAJIBHO OITyXOJIb UMEET JIOCTYII TOJBKO K OJHOMY W3
ux. Ilesib Takoro MoJIeIMPOBAHUS — TIOKA3aTh, Pac-
MIPOCTPAHSIETCS JIM OIYXOJIb Ha 370POBbIEe KPOBEHOC-
HBIE COCYJIBI 110 COCEJICTBY.

Curyarus  MOJEUpPYeTCd  TaKuM  00pa3oMm:
O norths ONsouth — cocyaucTbie TpaHuibl, Oyest —
rpaHura cuMMeTpud U 0S)eqs; — OTJAJICHHAST IPAHU-
na. Haunnas ¢ Tex ke HAYaIbHBIX YCJIOBUH, 9TO U B
II€PBOM MOJIC/IUPOBAHUM, U C YU4E€TOM OJHONI U TOH 2Ke
obsacTu (TO €CTh PACCTOSHUE MEXKIY <«COCYIaMU»
PABHO €JIMHHUIE), 3aMETUM, YTO PACIIMPEHUE IIHYDPA
[IOYTH TaKoe Ke, KaK W B CJIyd4ae TOJBKO OJIHOTO
cocyna (puc. 8c, d). B ocHOBHOM HIHYD HE OlLymiaer
OTJIAJIEHHBINA COCYJI, €CJM OH JIOCTATOYHO JIAJIEKO.
XoTs pacimupenue MHypa MTPOUCXOJUT ObICTpee.

o
0 04 02 02 04 05 08 07 03 08 1

0
0 01 02 03 04 05 08 07 08 08 1

(a) ¢, t = 600 (b) e, t = 600

Puc. 6. [Torpebiienne kucioposa u rubesib KJIeTOK B yCJI0-
BHUSX TUIIOKCAN BO BHEITHEH TKAHU XO3AWHA IPUBOIAT K
00pa30BaHNI0 HECKOJILKO OOJIBIIErO IIHypa ¢ Hojiee ocT-
pBIM HAKOHEYHWKOM. 1eM He MeHee CKOPOCTHb pacIIupe-
HUSI IITHYPA BJOJIb COCY/Ia TIOYTH OJMHAKOBA (B CDABHEHUH
¢ pucyHkoM 5d)

0 01 02 03 04 05 06 07 02 08 1

o L
© 01 02 03 04 05 08 07 02 08 1

(a) ¢, 1 = 500 (b) ¢, 1 = 500

Puc. 7. Pocr nrHypa 0KOJIO TOYKHU BETBJEHUs (COCY/IbI HA
rpasunax 0Qyest 1 OQsoutn ). Kazkaplit 13 POCTKOB BeJleT
cebst UIAEHTUYIHO OJIHOMY HIHYPY

OpHako [ayke €Cjd PACCTOSHUE MEXKIY COCY-
JIaMU YMEHBIIUTCS JIO TUIMYHON MIUPUHBI ITHYPA,
TO IMHYP BCE PABHO OyIeT pacTu BJIOJL TOTO
JKe COCyJla, B KOTODOM OH OBLI HEPBOHAYAJBHO.
Koonepanun na BTOpOit cocys He IPOUCXOJIUT
(puc. 8¢, d).

Psiiom co BTOPBIM COCYIOM MOXKHO HabJIIOIATH
CKaTnue TKaHU XO3dnHa. I/IMeHHO 9Ta TKaHb MeIlla-
€T PaCIPOCTPAHATHCS OIYXOJIH Ha BTOPO COCY/I, TIO-
CKOJIBKY BCE BUJIbI TKAHU OCTAIOTCS Pa3leJIeHHBIMU
Jpyr OT Apyra B JaHHOI MOJEJIN.

KonrnenTparust Kucaopoja B 3Toi 06J1acTu OTHO-
cure/ibHO BbicOKa. CJie/l0BaTeNIbHO, JIaXKe eCJId y4u-
TBIBAETCH JerPajanns TKaHeifl XO3gMHa I[PUA JJIH-
TEJIbHOM THIIOKCHIECKOM COCTOSIHUH, TO 3TO HE I0-
MOKET OITyXOJIU TIOMAaCTh BO BTOPOI COCY/I.

Takum 006pa3oM, IpearoaraeTcsi, 9To JJjisd Ha-
OJIIOJICHUS 32 CTYIIEHUEM OTJAJEHHBIX COCYIOB OITy-
XOJIBIO MOJIE/Tb JIOJIZKHA, OBITh PACIIHpEHa, TTOOBI
YUIeCTh:

e 100 OIIyXOJIEBYIO TOKCHYHOCTb, KOTODas pas-
pyIIaeT TKAHU XO3SMHA,

® I CIIOCOOHOCTH KJIETOK PAa3HBIX TKAHENl CMe-
MIUBATHCS JIPYT € JAPYTOM.

Be3 Takux MexaHU3MOB MOJIEb HE MOXKET 00DbsIC-
HUATH TIepexoy] OT (POPMBI OHOTO IIHYpPa K MHOXKE-
CTBY HapaJLIeIbHBIX IHYPOB, udydenunix B [10, 11].
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1(117)

F—om
I o
o

0 01 02 03 04 05 08 07 05 08 1
®

0 01 02 03 04 05 08 07 0 08 1
B

(a) ¢, t =500, 2 = [0;1] x [0; 1] (b) e, £ = 500, 2 = [0;1] x [0;1]
- ) LA = e
Yo% a2 05 a4 0z 98 o7 g8 ge 2 o1 o us ce gs 06 07 0 de

(¢) ¢, t =600, 2 = [0;1] x [0;0.3] (d) ¢, t =600, = [0;1] x [0;0.3]

Puc. 8. Poct mmypa Mexkty KoulaTepaJbHbIME (napasi-
JIEJIBHBIME ) cocyiaMu. TKaHb XO3siMHA CHAPYKU CXKUMa-
€TCsl ¥ He TIO3BOJISIET KOONITUPOBATEH BTOPOIi COCY/T,

ol

L]
LI L B N B L B

wiklih

od

Puc. 9. Pazmep mmypa. lnmmnaa pacrer modyrn auHEiHO

Baunsinue B3anMoIeACTBUS OITyXOJId U MaT-
pullbl Ha pa3sBUTHE IIHypa. PaccMmarpmBaercs
pocr mHypa (OLyX0oJH) BIOJIb COCYIA ¢ HeAKTUBHOM
TKaHbIO XO3dMHA. B 9TOM cilydae MOXKHO 3aMETHUTh,
41O JuMHA IHYpa (pa3mep 1o ocu X) yBesnduBa-
€TCsl TIOYTH JIMHEHHO, & NMIMPUHA MOYTH TTOCTOSTHHA
(puc. 9). Takum 06pa3oM, MOKHO BBECTH CKOPOCTD
pacuinpenmnd HIHypa KaK CKOPOCTBH €ro BepHINHbI.

Cepusi pacderoB C pa3/IMYHBIMU 3HAYEHUSIMU [
BBISIBIJIA, ITO CKOPOCTH PACHIMPEHUsT CHILHO 3aBH-
CHUT OT MOABUKHOCTU KJjieTouHoi dbasel i (puc. 10a).

Ha camowm meste p1 06paTHO TPOMOPIINOHAILHA CH-
JlaM TpeHUsT MeXKJy KJjeTKaMu u Marpureit. em
Gosbiie f1, TeM OBICTpPee MPOUCXOIUT OCJIADJIeHTEe
Tranu. OJHAKO 3aBUCHMOCTH CKOPOCTH OT [i HE MO-
HOTOHHA.

IIpu MeHBINX 3HAYEHUSX (L CKOPOCTD YBEJIUINBA-
€TCs1 C POCTOM /i JIO OIPEEIEHHOTO TIOPOTOBOTO 3HA-
venus (B Hamem ciaydae g~ 0.1). Hanbueiimee yse-
JITYEHHE [/ TPUBOJUT K 3aMeJJICHUIO PaCIIUpeHus,
[IOK& OHO He IPEKPATUTCS HOYTU IIOJHOCTHIO (1Ipu
w>0.2).

Takum 06pazoM, IMHYP HE MOXKET PACITHPSATHCS,
€CJIM €ro B3auMOJeHCTBIE ¢ MaTpullell ouennb ciaboe

82

max(6)

wa a0 w0

" t

(b)

Puc. 10. Bausinue B3anmogeiicrsust "omyxoab — mMaTpu-
na" Ha JBUXKEHHe ITHypa. DoJjiee BBICOKOE (i O3HAYAET
MeHblIIlee TPeHNEe MeK/y KJIeTKaMW U MaTpuieil u 6osee
GbicTpoe ocstabsieHne TKaHu. (&) CpeiHsst CKOPOCTH OIly-
XOJIU BJIOJTB OCH . (6) MAKCUMAJILHAS TVIOTHOCTD YIIAKOB-
KU KJIETOK DPa3/IMYHOrO pasmepa (MOIejupoBaHue ObLIO
MIPEKPAIIEeHO, KOT/a IHYD JOCTUT OTJIAJEHHON I'PAHMUIIBI)

(BBICOKOE [t), HO CJIUIIKOM GOJIBIINE CHJIBI CUEIICHUST
(HU3KOE [1) TaKyKe MOTYT CJIEPKUBATH PACIIUPEHHE.

D10 000CHOBAHNE YACTUYIHO IIOTBEPAKTACTCHA PU-
cyukoM 10b, T/ie mokazan MaKCUMYM IJIOTHOCTH YIIa-
KOBKM KJIETOK /LJId PAa3JIUYHBIX (. MO?KHO BUJIETD,
4TO YeM OoJibllie fi, TeM MeHblle max(¢), 3HAIWT,
JIOTHOCTU ¢ GoJiee TUIABHBIE, & CpEeJHee 3HAYCHUE
V¢ menbiiie, MOITOMY CHJIA, PACHIUPIIONIAS IITHYD,
YMEHbIITAeTCS.

3akJjroyeHue. B pabore Oblma IpecraBieHa
MOJIEJIb POCTa OILyXOJIA BJOJIb KPOBEHOCHOTO COCY/IA.

CroiicTBeHHAasT BO3MOXKHOCTH MOJIC/IM OIUCHIBATH
OKPY2KaIONIyI0 TKaHb XO34WHA, a TaKKe IIHypa IIpe-
BpaljaeT MOJEJIb B XOPOIILYID OCHOBY JJIS MOJEJIN-
POBaHUs B3aUMOJEHCTBUNI OIlyXOJIb — XO34UH, Iepe-
HOCA JIEKAPCTB, METAOOJUTOB U, HAKOHEII, TEPAITHH
U pa3BUTHUS OILyXOJIU.

JBymepHasi peannsarius B JEKAPTOBBIX KOODIH-
HaTax, 0€3yCJI0BHO, OI'DAHUYINBAET 3TO MOJIETUPOBA-
HI€ TOJILKO Ka9eCTBEHHBIMH pe3dyibraramu. Hasexk-
Hble KOJIMYECTBEHHBIE PE3YJILTATHI MOTPEOYIOT IOJI-
HOIl TpexMepHOil (OPMYJIMPOBKU WM TIO KpaitHeit
Mepe OCEeCHMMETPUYIHON (DOPMYIMPOBKA B ITUJIHMH-
JPUYICCKUX KOOpAuHAaTaX. BoJibllie BHUMaHUS CIIeTy-
€T YJIeJIUTh peasin3allii MeTo/Ia OTCJIEKUBAHUS CBSI-
31, 0COOEHHO B ciIydae OoJiee CJI0KHON reoMeTpum.

HanpHelinme paciimperus MOJIEIM MOTYT BKJIIO-
9aTh MEPEeXo/i K M3MEHEHHOMY MeTabOIu3My TJIIOKO-
3bl, IIOJKNCJIEHUIO TKaHell, CaMOCTOATE/IbHOMY POCTY,
WHBA3UBHOMY MOBeIeHIIO. TeM He MeHee J1azke yIpo-
IMEeHHAas MOJIEJb, IIPEJICTABIIEHHAS 3/1€Ch, TTO3BOJISET
omnmcaTh IPOJUQPEPATHBHYIO CTPYKTYPY OIIYyXOJIEBO-
r'0 ITHYyPa, PACTYIIEr0 B €CTECTBEHHBIX YCJIOBHUAX, €TI0
pacimpenue, 00pa3zoBaHue HEKPOTHICCKON 000JI0t-
KU U [I€PEX0/T B KBA3UCTAIMOHAPHOE cocTosinue. Pac-
CTOSIHHE JI0 COCY/A, ITO-BUIUMOMY, OKa3bIBACT pela-
fOIIee BJIMSHIAE HA MECTHbIE YCJIOBHUSI BHYTPH HIHYDA.



MOﬂe{II/IpOBaHI/Ie BO3HHKHOBEHHA H pOCTa...

brarogapHoctu. ABTOPBI BBIPa)KaIOT MICKPEHHIOK0
IpusHaTeNnbHOCTh AHApero ViBanosuay Illanosany, mok-
TOpY 6MOIOrMYeCKX HAYK, UCIIOTHUTETbHOMY AVPEK-

Topy Poccmiicko-aMepuKaHCKOTO MPOTUBOPAKOBOIO
[IeHTpa, 3a 3aMeYaHNsI U KOHCTPYKTUBHOE 006CyX/e-
HIe PabOTHL.
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