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Meronoorusi MOCTPOEHUs] TEOPHH BPEMEHU €CTeCTBEHHBIX OOBEKTOB, NeTalbHO u3jiokeHa [1, 2]. B

TaHHOH paboTe pacCMOTPEHBI KOMIIOHEHTBI 3TOH TEOPHH Ha MPUMEPE KJIETOYHOMN MOMyYJISLIUY.

1. CtpykTrypa kjaerounoit monyasiuuu. (O -komnonenm reopumn, Object).

ITepsast mpoOiema COCTOUT B BHIOOpPE COCTABHBIX HacTel (3JIEMEHTOB, TAKCOHOB, YHUCTPYKTYp) OOBbeKTa
U OTIpefieJIEHUH UX MPOCTPAaHCTBEHHBIX rpaHull [3, 4].

[IpuHIMNUANBHAS TPYIHOCTb COCTOMT B TOM, YTO CTPOTHI KPUTEPHUIl WieHeHHs OOBEKTa Ha YacTH
OTCyTCTBYeT. Brienenne oObeKTOB MPUPOIbl — UACATHU3ALNS, CBI3aHHAs, TJIABHBIM 00pa30M, C OCOOEHHOCTSIMH
MH(OPMALMOHHBIX B3aUMOJIEHCTBHI )KUBBIX OPraHU3MOB CO Cpenoii [5].

OOBeKTUBHBIM KpUTEPHEM WieHeHHs OOBeKTa MOXET CIY)KUThb MPHHLUUI 3HEPreTHYeCKOH
muddepeHurpoBky [6], KOTOPBIH MOXKHO 3aITUCATh B BUE:

Lj1<< Ej,
rae L , Fj+1 — TPOYHOCTH CBA3H MEXIY 3JIEMEHTAMU YPOBHS | U MEXIY 3JIEMEHTaMHU 0oJiee BHICOKOTO YPOBHS
j+1 (cxema 1).

JUisl KJIeTOYHOH MOMYJISIAY TOPSIZIOK 3JIEMEHTOB C YCIOKHEHHEeM ypoBHs (Ludphl - HOMepa | ypOBHEN)
MOJKHO MPEJCTABUTh B BHIIE:

1 monexynbI(Tm) 2 opranemsi(Ty) U3 knerku (1) U4 momymsinusi(Ty) 05 sxocucrema(Te) (1)

Kaxnplit ypoBeHb | pa3OuBaeTcst Ha MOAMHOXKECTBA 3JIEMEHTOB (cxema 1).

Cxema 1. Hepapxusi moICUCTEM €CTECTBEHHBIX OOBEKTOB

Tun Tun ITogcucrem b Bpems
YPOBHS M HOX ecTBa

J'+2 Uj+2 Tj+2

j+1 Uj+1

i Ui O/E\ o/ o/j\o :,Jl

B kaudecTBe BBICIIErO ypOBHS B AAHHON HEpapXuu OMNpeneNeHa JKOocucTeMa. B ciydae kieTO4HOM
MOHOKYJIBTYPbI 3KOCHCTEMA COCTOMT M3 ABYX YacTeil: KJIETOYHOW MOMyJSIUMM M KyJbTYPaJIbHOH Cpemsl
COOTBETCTBEHHO, B ONMCaHUE CTPYKTYpbl OObEKTa HEOOXOOUMO BBOAWUTH OIMCAHUE CTPYKTYPBI cpenbl. B
YaCTHOCTH XUMHUYECKasi CTPYKTYpa Cpenbl BKIOYaeT Habop MUTATENbHBIX BEIECTB (CyOCTPaToOB) M XUMHUYECKUX
areHToB:

Ms= (Mg, Mg, ... M) (2

st (Xsly X25, X$) (3)

rne Mg, Xs - BekTophl (Habopsl) cyocTparoB (Mg, Mg) 1 xumudecknx areHToB (Xg,Xs) Ui OMOJIOrHYECKOTO
BUJA S.

MHoromepHoCcTh  CTpYKTYypbl (1-3) co3maer caumkoMm OOJbIINME CIIOKHOCTH HE TOJBKO  JUIS
KOJIMYECTBEHHON, HO M I Ka4eCTBEHHOH mueHTH(ukanuu monenu. IlosToMy nenecooOpa3HO HCClIenoBaTh
arperupoBaHHble MoOAenH. B ciydae KIeTOYHOH MOHOKYJIBTYpPHl BeCbMa HH(POPMATUBHOW OKa3bIBAETCS
crpykrypa (1) u3 Tpex ypoBHeii:



(3) xnerxu O (4) nonynsius [ (5) skocucrema 4
OrnucarenbHast MONEIb KJIETOYHOro Iwkia [7], HaumHas ¢ mutoza Cp, MOkeT ObITh MpeACTaBlieHa B
BHJI€ PA3BETBJICHHOM LIETIN:

Cm Cy
(52)
Cl CS C2 Cm
C2 C3
win B 0o0Jiee C)KaTOM BapHaHTE!
Cmn —fC1»C,—C3-Cn (5b)

3mece C; - Mosofasi KJieTKa HEMOCPEACTBEHHO mocne neneHus, f - koadduuueHT pasMHOXKEHUS,
KOTOpBIi B 00meM cirydae MoskeT oTiudathest oT 2. Cp, C 3, Cy - dassl passurus kaxaoit us f kiaerok Ci.

®a3b1 Cy, Cp, Cg, Cy cooTBeTcTBYOT cTamusMm kierouHoro nukia Gi, S, Gy, M (kierku derbipex
BO3PACTOB) U SIBJIAIOTCS MOJMHOXECTBaMHU 4-r0 ypoBHs uepapxuu (4) - momymsinuu. [lonymsiuus ¢ Habopamu
xuMmu4deckux areHTos (2) u (3) ¢popmupyer 5-it ypoBerr Mmogenu (4).

2. [IpocTpaHCTBO AONMYCTUMbIX COCTOSTHUM nonyasiuuu (S-komnonenm reopuu, States).

Cocrosinue cucrembl oToOpakaeTcsi HAOOPOM 3JeMeHTOB (YHHBEPCYMOB) Bcex THMOB (cxema 1). B
MOJIHOH Mozenu (2) COCTOSIHME KJIETOYHOW MOHOKYJBTYPHI 33Ja€TCsl YMCJIAaMH BCEX THIIOB MOHOMEPOB,
MOJINMEPOB, OpraHeiul, KJIETOK, XHMHUYECKMX M (U3NIECKHX areHTOB Cpenpl. Pa3MepHOCTh MpOCTPaHCTBA
COCTOSIHMH J1aXKe JUISL KyJIbTYPbl IPOKAPHUOTOB COCTABJISIET BECbMa OOJIBIIYIO BETUUHHY.

OrpaHuyeHHs] Ha JOCTHXKUMBbIE COCTOSIHUSI OIPENEesSIFOTCS YCIOBUSMM TOJIOKUTENBHOCTH YHCIIa
KOMIIOHEHTOB M (PU3MYECKOH €eMKOCTH CPENbL.

B mopenu (4) cocTosiHMe 3a1a€TCsl YUCIAaMHU BCEX THUITOB KJIETOK, XUMHYECKUX U (PU3MUECKHX areHTOB
cpenpl. YMEHbIIEHUE Pa3MEPHOCTH MOJIENM JOCTUrAeTCs MyTeM arrperupoBaHUs Pa3HbIX 3JIEMEHTOB OIHOIO
YPOBHsI 110 TOMY WUJIM HHOMY ITPU3HAKY.

Hamnpumep, B paccmarpuBaemoii Hke aByxcranuitHoi moaenu ¢asel Ci, Cy, C3 00beaAuHSIIOTCS B OIHY
[0 MPHU3HAKY WX OOJBINON JIMTENbHOCTH W OTCYTCTBHS NIEJIEHUS] HAa 3THUX CTaAMAX IHMKJIA. Pa3BeTBIEHHBIH
LUKJIMYECKHH rpad, 0ToOpakaromuii 3Ty ABYXCTaIUHHYIO MOAEIb, UMEET BUA!

—»c, O, 0 OO > OO (50)

3. U3meHeHune cocTosiHUI monyJasiuu, «npeaspems» (C-komnonenm teopun, Change).

Pa3buenne mHOXecTBa 0cobOeil Ha BO3pPACTHbIE IMOJAMHOMKECTBA 3aBHCHT OT KPUTEPHUEB, 3AJI0JKEHHBIX B
OCHOBY HIEHEHHs] OOBEKTa 1O NaHHOMY INPH3HAKy, OT paspemaromeil CrocoOHOCTH 3KCIIEPUMEHTAIbHON
METOIMKHU U NIPYyrux (PakTopoB. ITO OOCTOATENHCTBO XOPOIIO HILTFOCTPHUPYETCS OOLIENMPUHSTHIM UIEHEHHEM
KJIETOYHO! momyJssinuu Ha deteipe cramuu (¢aswi) paszsutus kietok Cp, Co, C 3, Cp (Gy, S, Gy, M). Mano
BEPOSITHO, YTO B IPHPOJE CYLIECTBYIOT XOTs OBl JIBE€ KJIETKH, WACHTUYHBIX 10 HA0OpaMm 3JIEMEHTOB BCEX
ypoBHeil. [I03TOMy OTHEeCeHuEe NaHHOM KJIETKH K TOW WJIM MHOM CTaJAuM MPOBOJUTCS MO CTEIIEHU COOTBETCTBUS
WH/IMBUAYAJIbHBIX XapaKTEPUCTUK 3TOH KJIETKU M yCPEIHEHHBIX XapaKTEPUCTHK CTaIUH.

B pesynbraTe merabonm3ma AaHHAs KJIETKA MPAKTUYECKH HENpPephIBHO MeHsieT Habop anemeHToB (1) u
JBIDKETCS] MO CBOEHW WHAMBHIYAJIbHOH TPAEKTOPHH B ONPENENIEHHOM BBIIIE MPOCTPAHCTBE COCTOSTHUN (S-
KOMIIOHEHT TEOPUH). ITa TPAEKTOPHUs OMHMCHIBAET BCE CTAAMH PA3BUTHUS JAHHOH KIETKH (IBIKEHUE B (ha30BOM
NPOCTPAHCTBE) OT JeneHust A0 AeneHus. IlocrenoBaTenpHOCTh TO4YEK OTOW (Pa3oBOi  TpaekTOpHH,
0TOOpa’keHHasi Ha YHUCJIOBYIO OCh, ONIPENENsieT NPeABPEMs HHANBUAYATbHON KIETKH.

TpaekTopuu BcexX KJIETOK MOMyJsinuu 00pa3yroT B (a30BOM mpocTpaHCTBe my4dok. OToOpakeHue 3Toro
IIy4Ka Ha MHOXXECTBO YCPEIHEHHBIX XAPAKTEPUCTHK NAeT YCPEOHEHHYIO (Pa30BYIO TPAEKTOPHUIO MOITYJISILIHH.
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ITocnenoBaTenbHOCTh TOYEK 3TOH TPAaEeKTOPHH, OTOOpaKE€HHAs HA YHCIOBYIO OCh, ONpEnNeNsieT INpeaBpeMs
MOIYJIALIMH.

JlanpHeimas peayKiusi MOAEIH MPUBOJUT K LIEMH MOCIENOBaTENbHBIX cranuii (Sb), nmpencrasnsromeit
co0o0ii pa3BeTBIEHHBIN IUKINYECKUi rpad.

4. Yacel 4 mapamMeTpuuecKoe Bpems nonyJsiuuu (T-komnonenm teopuu, Time).

IIpobnema BbIOOpa BPEMEHHBIX I'PAHUI] CYIIECTBOBAHUS OOBEKTa TECHO CBsi3aHa C C-KOMIIOHEHTOM
TEOpHUH, C OTIpeieieHneM MaciuTaboB MpeABPEMEHH, TPAHUL] B IIPOCTPAHCTBE.

Cobvimue (MOMEHT BpPEMEHH) — Iepexo] OObeKkTa M3 OAHOIrO COCTOSIHHSI B 1pyroe. Tum coObrtus
OMpenessieTCss ypOBHEM, HA KOTOPOM OHO MPOUCXOUT [2].

IIpeospems npuponHoro obbvekra — oTHOIIEeHHe nopsinka (refl+trans) Ha MHOXXECTBE COOBITHII B 3TOM
obwexTe. OTOOpakeHneM 3TOro MOPsAKA Ha YHCIIOBOU PsiJl MOJTYyHYAr0T YHUCIIOBOE BBIPAXKEHUE MPEIBPEMEHH.

Bpems — wnHTepBan Mexny OByMsl HaOMOmaeMbIMH COOBITHAMU OAHOrO Tuma. M3mepsieTcst Bpems
YHCIIOM COOBITHI MEXy STHMHU ABYMS COOBITHSIMH.

C Ouonoruyeckoil TOYKM 3pEHUsI BO3PACT OCOOM COOTBETCTBYET HEKOTOPOH CTaIuU MHIMBUAYAJIBHOTO
pa3BUTHSL, HAYMHAS OT 3apoxaeHus. Ctaaust pa3BUTHSL OMOJIOrMYECKOro 0ObeKTa — CHHOHUM €ro BO3pacTa WM
Ouonoruyeckoro BpeMeHu B obiiem ciydae Bo3pacT OAHO3HAYHO HE CBsi3aH C pU3M4ecKuM BpeMeHeM. Mcxons
U3 3TOTO M BBOJST NMOHATHE OMOJIOrMYECKOrO BPEMEHHU.

OKCIUTMKAIMIO TIOHATHS — “OMoyiorndeckoe BpeMsi LenecooOpa3sHO [aTh HAa NPUMEPE KIETOYHBIX
nonyiauui. Bospacm nonynsayuu Tp ONPENENseTcs CPeAHUM YUCIOM fAeneHui Ny NepBUYHBIX KIETOK MOCEBa
HJTH, YTO TO XK€ CaMOe€, YHUCJIOM LIUKJIOB B LiemH (5): Ty mopsanka TcNg, rae Tc- cpenHee BpeMsi KIETOYHOTO [UKJIA.

Kaxnayro n3 OMOXMMHUYECKUX peakmHuii MOXKHO TPAaKTOBaTh KaK 3aMEHy OJHHX MOJIEKYJ OPYTMMHU Ha
MOJIEKYJSIPHOM YpOBHE CTpPykTypHO# mepapxuu (1). Takas 3ameHa OCyIIECTBIIIETCS B pe3yJbTaTeé aTOMHO-
MOJIEKYJSIPHBIX B3auMOneHCTBHHA. 1103TOMYy €CTeCTBEHHBIM S3TAJIOHOM BPEMEHH Ha MOJIEKYJSIPHOM YpPOBHE
SIBIISIFOTCST aTOMHbIe 4Yacbl. COOTBETCTBEHHO BPEMEHHBIE WHTEPBAIBl MEXIY «XUMHUYECKUMI» COOBITHSIMH
M3MEPSIIOTCS B IIKaJe (PU3MUECKOro BpeMeHU. XapakTepHOe BpeMs T MOJIEKYJSIPHOTO YPOBHSI ONpPENessieTCs
CKOpOCTIMU (hepPMEHTATUBHBIX peakiuil. MHTepBagsl MeXay COOBITUSIMH Ha MOJIEKYJSIPHOM YPOBHE HMEIOT
3HAYEHHsI TOPSAIKA CEKYH]I.

«Xumudeckue» COOBITHS MPENONPENeNsIOT COOBITHS Ha BCeX 0oJjiee BBICOKMX YPOBHSIX MOMYJISLIAH.
IloaToMy BpeMEHHbIE HHTEPBAJIbI HAa 3THX YPOBHSX OOBIYHO TAaKXKe H3MEPSIOTCS B INKajle (PU3MUECKOro
BPEMEHH.

Opranemisl  coOuparoTcst w3 OoJbimioro uuciaa Mosiekysn. COopka opraHeil OCYIIECTBIISIETCS B
pe3yJibTaTe MOJIEKYJSIPHBIX W, B TOM 4HCJe, (epMEHTAaTHBHBIX B3aUMOACWCTBUIL. BpeMeHHble WHTEpBaJIbI
opraseiu To IMEIOT 3Ha4Y€HUs1 HOPSIAKA 10%¢c.

Kuerku popmupyrotcst B pe3ynprate 006pa3oBanus HAOOPOB OpraHeNT U MOJIEKYJI H X TpaHC(opMammu.
BpemeHnHbIE HHTEPBANIBI KJIETOK Tc UMEIOT 3HAYEHUs MOPsiIKa 10 c.

Ilonynauusi pa3BUBaeTCs B pe3yJbTaTe HM3MEHEHHs1 HaOOpOB KJIETOK B pas3HbIX (a3aX pa3BUTHUS.
B3aumopeiicTBusi Mexny kieTkamMu HOCAT aAu((y3MOHHO-OOMEHHBIH M KOHTAKTHBIN Xapakrep. BpemeHHbIe
HUHTEPBAJIbI MONYJISALUH Tp MOPSIIKA 10°c.

JlMHaMUKa 3KOCHCTEMBI 3aBUCHT OT 3araca pPecypcoB, €MKOCTH, OTKPBITOCTH a TakXe OT Xapakrepa
B3aHMOJIEHCTBHUS MOMYJIALIHU CO Cpefoil. BpeMeHHbIe HHTepBabl 3KOCUCTEMBI Te HMEIOT 3HAYEHHS TOPAAKA Tp.

Taxum 0Opa3om, AJisi ONUCAHUS ABUXKEHHSI HA BCEX YPOBHSAX IOMYJISILIUU MOKET HCIIOJIb30BATHCS €MHAS
(u3nyeckas mkana BpeMeHHU.

5. 3akoH 0000meHHoro ABHxKeHust nonyasiuuu (L-xomnonenm teopuu, Law).

JUis BbIBOAA 3akOHA OOOOILIEHHOTO BMXKEHUS MOMYJBILUU B MPOCTPAHCTBE COCTOSIHUN NpPEAJIaraercs
HCTOJIBb30BATh €IUHBIA «KBA3MXMMHYECKHIT» S3BIK JJIS1 OMMUCAHMUS COOBITHI Ha BCEX YPOBHSIX momyisinud. [lpu
5TOM BCE€ B3aMMOJAEHCTBHUS OTOOPAKAIOTCS KBa3sUXUMHUYECKUMHU ypaBHeHwsMu [5, 8, 9]. Ilpocrpancrtso
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COCTOSIHHI IIpU TAKOM OIIMCAaHHUU MOXXHO HAa3BaATb KEUSUXUMUUECKUM .

OTto0pa3umM ¢ MOMOIIBI0 KBA3UXUMUYECKUX YPAaBHEHHUI COOBITHS, ONpPENeNsoLIie POCT MOMyJISIIUH Ha
KJIETOYHOM yPOBHE TPEXypOBHEBOH Monenu (5).

IlonynsAuusi pa3BUBAETCs B Pe3yJbTaTe YCBOEHHsI CyOCTPaToB. DTO Pa3BUTHE OIMCBHIBAETCS] CUCTEMOI
KBA3MXMMHYECKUX PeaKuil (HHAEKC S OIyCKAeTCs):

Ci+(M1,Me) — C3 (p11),

Cot(M1,Me) — C3 (p21)

........................................... (6)
Cn+(M l,Me) - fCl (pne(b)) )

Habop kMHeTH4eCKUX KOHCTAHT (P11, Pre) OTIPENENsieT KHHETUYECKHIA BEKTOP pPOCTa.
JleiicTBe TOKCHKAHTOB Xj, MOYKET MPOSIBJIATBLCS HA JEOOOW CTaAMM POCTa U OMKCHIBAETCS CXOOHBIM
obpaszom:

C1+X1 - (C1Xy) (dug)

CotX2 - (CoX1) (di2)

......................................... )
CrtXi— (CiXy) ()

X1, Xi—EE (rxarx)

3neck (CkX|) — ne3akTHBUPOBAHHBIE KJIETKU pasHbIX craauif, (X1,X{) — Bekrop TokcukaHToB; {d;} —
marpuua ko3pduuuentos uHrubuposanus, (I, k) - BEKTOp CKOPOCTEi MPUTOKA TOKCHKAHTOB U3 CPE/IbL.

Kpome Toro, cneayer y4ecTb KJIETOYHbIE B3auMojeicTBusl (aBTOMHruOuposanue). Hampumep, 3penbie
ocobu C; mepeBosAT B HEAKTUBHOE COCTOSTHHUE MOJIOABIX Cy!

Ci+Cy — Ca+Ci (a1)
Ci+Cp - Co+Ci (a2)
....................................... (8
Ci"'Cm - Carn+Ci (a m)
B3anmMopeiicTBus KJIETOK OMHMCHIBAIOTCS] KHHETHYECKUM BEKTOPOM aBTOMHIMOMPOBHUS (i1, ..., &m)-
B OTKpBITBIX CHCTEMAX YYUTBIBAETCA B3aMMOEHCTBHE SKOCUCTEMBI €O cpenon EE:

EE <----> C; W1
EE <----> C;, Wo
-------- (©)

EE <--->C, W
rne (Wi, ..., Wp) - BEKTOp cKopocTeii mputoka ocobdeit Cy, ..., C, u3 cpenpl.

Cucrema nceBIOXUMUYECKUX peakiuii (6)-(9) onmuceiBaercs craHnapTHeiM obpasom [10-12] cucremoii
KAHETHYECKNX YpPaBHEHUH, NPEACTaBISIIOIUX COOOH 3aKOH 0000wenHo2o Osudicenus RNONYIAYuU B
MIPOCTPAHCTBE COCTOSTHUU!

dCl/dt = YKC-3ACC-3DCX+3R+3W (20

3nece C = (Cy, Cp, C3, Cm) BEKTOp KOJM4ecTBa KjIeTOK B pasHbix (azax, K, A, D, R, W — marpuupl
KMHETHYECKUX ITapaMeTPOB.

C nomombro pasnuuHblx npubmkeHuit [11] cucrema ypaBHEHMI 4eTBEPTOro MHOpsIKa MOXKET ObITh
penyuupoBaHa A0 BToporo. Takas cucTeMa JOCTaTOYHO WH(OPMATHBHA M TO3BOJISIET KAa4eCTBEHHO, a BO
MHOT'MX CIy4asiX U KOJMYE€CTBEHHO, ONMCATh Pa3BUTHE MOMYJIALMI Pa3IMYHbIX BUAOB.

PaccmoTpum penyuupoBaHHyro Mozaens (1) u3 IByx craauii — pocTa U JeJIeHHUs], JOTOJIHEHHBIX CTaAHel
CaMOMHTHMOMPOBAHUS:



Ci+M; > Cy, ()

CuitM, — fCy (b)

C,— Cq (9)

C1+Cnp— Co+Cy €Y (11
C.- EE (wy)

Ci+X1 o (CiX1y) (chy)

Ci+X2 o (CiX12) (chi2)

CrtX1 & (CmX21) (1)

CrtX2 & (CmX22) (dz2)

3mech HMCMONB30BaHBI Te ke 0OO3Ha4deHus, 4To u B cucremax (6) — (9) (ungekcel omymensl): Cy —
MHOKECTBO KJIETOK Pa3HOro Bo3pacta 10 Muto3a, Cny, — Mutotudeckue kinetku;, C, — kietku B aHabuose; (CyX))
— MHrUOUpPOBaHHbBIE KJIETKU Pa3HbIX cranwii; M1, M, —cyOcTpaTsl

Cnenyer ormeruTh, YTO AByXCTaauiHbIi muka (paser S m M) Habmromaercss Ha paHHUX CTaAMsX
Pa3BUTHs 3apOJbIIIeN MONKUIOTEPMHBIX XKUBOTHBIX [15, 16]. Ha 3TOM OCHOBaHMU B 3TOT MEpPUOI B KadyecTBE
€IMHIUYHOTO MHTEPBajIa BpEMEHU MOXHO HUCIOJIb30BATh JIIUTEIBHOCTh T KIIETOYHOTO IUKJIA («aetnady).

B mpennosioxkeHMM NOCTOSIHCTBA KOHIEHTpanmid cybctparoB Mi;, M, KHHETHKa LEMHOTO pPoCTa
MOMyJISIUH, cocrosieit u3 ocodeit C; u Cp, ONMUCHIBAETCS CUCTEMON:

do/dt=—pxcp+fbey+w; (121)
de/dt=pc—bcn—aagcn (122)
3mece €1, Cpn — KOJMYECTBA PACTYIIMX M MHTOTHYECKHE KJIETOK, a, b, p —KO3(h(HUIHEHTHI

ABTOMHIMOMPOBAHMS, POXKAEHUS M POCTA MOMYJBIMMUA B OTCYTCTBUM MHrHOUTOPOB. B koadduumentrr p u b
BKJIFOUEHBI TIOCTOSIHHBIE KOJTMYecTBa cyocTparoB My u My. f - koaddunuenT pasmuoxenus. Koaddumuments: by
U Px — QYHKIIUHN KOJHUYECTBA UHIHOUTOPOB X1 H X2

px= p+di; by =b+dy, rne di = dig X1 + diaXo; Ao = dag X1 + A2 X2 . (13
Cucrema ypaBHeHuii (12) mnpencraenser coOOU 3akOH 0000UEHHO20 OBUJCEHUsl NBYXCTAIUHHOMN
MOMYJISILIUK B IPOCTPAHCTBE cOCTOsiHMIA. [IpeoOpa3oBaHHast B BULE:
dcy = (-px ¢y + f by + wy) dt, dcm=(pc1-bycm-aagcy) dt, (12a)
cucrema (12) ompenensier COOTHOLIEHNE MEXAY HHTepBajiaMu Onosorudeckoro dc; 1 pusmueckoro dt BpemeHu.
B npubnmkeHnn KBa3UCTAMOHAPHOCTH [T MUTOTHYECKHX KieTok Cp, cucrema (12.1-12.2) cBoaures k
OJTHOMY YPaBHEHHIO:

dcy/dt=p.c1(K1—C1)/(Ko+ ¢p) +wy (149
3mecs Ky =¢, =(fbp - pcb)/(apy); Ka=bda (19

JIMHAMUKy YHCIIEHHOCTH ITOIYJISIUH C1(t) B 0OIIeM cilydae Helb3sl BRIPa3UTh B BUJIE SIBHOW (YHKIIMU OT
BpeMeHH t. [TosToMy uCrose3yroT 06paTHy0 QyHKIHIO t(C1), MOdy4aeMyro uHTerpuposanuem (14) mo cq:

t(ca)=In{ (ca/co)[(Ka-Co)/(Ka-c1)] “*™}H(npy), rme n=Ky /Ko. (16)
VYpasuenue (16) B sBHOM BHue oToOpaxaer Gpu3ndeckoe BpeMsi Ha MHOKECTBO COCTOSTHHM MOMYJISILIAH.

6. Uurepuperauus moaenu (I-komnonenm reopun, | nterpretation).

Ha pwuc.] npuBeneHbl >KCHepUMeHTaNbHBIE TOYKH u rpaduku  ¢yHkuuu (16), omuchIBaromue
JPOCKEBBIX KJIETOK B MPUCYTCTBUU coei xpoma u Hukelrs [ 13]. Ilpu pacuere rpadukoB Opanu 3HaueHus a, b,
p , f, ompeneneHHble MO SKCIEPUMEHTANBHBIM JaHHBIM [17]. B mpenenax TOYHOCTH M3MEpEHH pacyeTHbIE
KPUBBIE COTJIACYIOTCS C SKCIEPUMEHTOM IPU U3MEHEHEHNUHU YUCIEHHOCTH MPUMEPHO Ha IIECThb MOPSAKOB.

Xopoliee corjlacie TEOpPHU C SKCIIEPUMEHTOM IMOJIy4eHO U IS APYyrux Ouojorudyeckux oobekTos [8, 9].
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IMosTOMy MHTEpPECHO MPOBECTH BepUDHUKAIMIO KBA3UXUMHYECKON MOJAENU MO XapaKTePUCTHKAM, CBS3aHHBIM C
npobieMamMu OHOJIOTHYECKOTO BPEMEHH.

¢x 1077, mI!
Puc.1. DxcniepumeHTanbHbIe TOYKY U rpaduku GyHKuH (16), onuchBarOImKUe POCT MUBHBIX POXOKEH
IIPU Pa3HBIX KOHIEHTparusax (MMoub/n) coneit xpoma u Hukens [13]: (1) ¢(Ni) = ¢(Cr) = 0.0, (2) ¢(N1) = 0.5, (3)
¢(Cr) = 0.5, and (4) c¢(Ni) + ¢(Cr) = 0.5 + 0.5. Kosdummentsr: a=1.25.107 mn /4, b=0.84", p=0.32 u’*, f =2,

VYpaBuenus (12a) MOXKHO NMPECTABUTDH B BUE:
dc; = Ky dt, dey, = K dit, ( 17)
rae BemuuuHbl Kg=(-px C+f b citwi) u K= (p G1-by @ €1 Cy) mpencrasmsitor coGoii kanuOpoBOUHBIE
k03(ppuumeHTsl nns mepexonga OT MHTepBaia (U3NYECKOro BpeMeHH dt K HHTepBasiaM OHOJIOTHYECKOIo

BpeMeHH dc;.
Ha ocnose (17) mony4ar0T COOTHOLIEHUE MEKAY KOHEYHBIMU BPEMEHHBIMU HHTEPBAJIAMU:
t2

Kanmubposounsie cooTHomenHws (17) o0namaroT ClneayromuMu CBORCTBAMU:

1. Koappunumentsr Ko u Keym 3aBHCAT OT KMHETHYECKUX KOHCTAHT, XapaKTEPU3YIOIIUX BHYTPU- H
BHECHUCTEMHBIE B3aUMOIEHCTBUS. DTO onpenensieT cnenuuky OHOJOrH4ecKoro BpeMeH! TaHHOTO OOBEKTa.

2. Koapdumuentsr Ky 1 Koy 3aBHCAT OT HAOMIO1a€MOTO COCTOSIHUSL OOBEKTa, TO €CTh U3MEHSIIOTCS TPU
JBIKEHUH 10 (ha30BOM TPAEKTOPHUU.

3. Koappuumentsr Ky u K¢y HEOOMHAKOBBI [IJIs1 OTHOTHITHBIX 3JIEMEHTOB JAHHOTO YPOBHSI HEPAPXUU.
DTO O3Ha4aeT, YTO COOCTBEHHOE BpEMsl «TeHeT» C Pa3HOH CKOPOCTBIO HE TOJIbKO HAa PA3HBIX YPOBHSIX
OMOJIOTUYECKOM CUCTEMBIL, HO U B PA3JIMYHBIX 3JIEMEHTAX OJJHOTO YPOBHSI.

Ipupamenue cymmapHo# Macchl dmp unm uucieHHocTd dN, MOMyJALMM ONpPEAeNAr0OT HHTepBal
Ouosioruueckoro BpeMeHH momyisiuu B 1enaom. [ asyxcraguiinoi momymsimuu dNp = V(citem), rae V —
obbeM cucrembl. CBsi3b MEXAYy MOMYJSIMUOHHBIM W (u3uueckuMm BpemeneM corjacHo (17) ompenensiercs
COOTHOIIEHUEM
dNp = V(K + Kem )dt . (18)

Uepe3 UIMTENBbHOCTb KIETOYHOIrO IuKiIa Tc B (pusmueckodl mkane (B «zernadaxy») 5Ta BETUUMHA
BBIPA3UTCSI B BUJIE:
dNpg = V( Ke + Kem )dt / Te. (19

JIMUTEeTbHOCTD KJIETOYHOTO HUKJIA Tc B (PU3MUECKOH IIKaJIe PACCUUTHIBAIOT JIMOO M0 SKIEPUMEHTAIbHBIM
3HAYEHUSIM MTPUPOCTA MACCHI MJTU YHUCJICHHOCTH KJIETOK, JIMOO MO 3KINEPUMEHTAIbHBIM 3HAYCHHSIM TapaMeTpoB b
u p moxenu (12).

[Ipupamenue ynciennoctu nonyssiquun Aci, =Cp-C B enuHuLe obbema Habmonaercs 3a Bpems Atyo=t-
t1, cornacHo (16) paBHoe:

Atgo=In{ (co/e)[(Ka-c)/(K1-c2)]H™H(npy), (20)
rjae 1, Co— YHUCJIEHHOCTHU B MOMEHTHI 17, 1.

CpenHee 4nCIIO AENEHUI Ny KAXAOW U3 C1 KJIIETOK 3 3TO BPEMsl PABHO:
nio= log(c,/c,)/log2 (21)

CrnenoBarenbHO, T MOXHO OLIEHHUTH O (popmyie:



Te = Atyo/ N2 (22)
Jpyryro OLeHKY 3Ha4eHus Tc MOJKHO CIIeNaTh MO0 KUHeTHYeCKuM koaddurmentam b u p monenu (12):
1=1/b+1/p. (23)

Pacuer no o ¢popmynam (22) u (23) mst npoxokeit S. cerevisae (nanuble puc. 1) naer Onu3kue 3HAUYSHUS
BennuuHbI T¢ ( 3,7 u 4,4 ).

@opmyna (23) nmnpemmaraeMoii  MOAeNM  KJIETOYHOW JUHAMUKHA  TO3BOJISIET  KOJHMYECTBEHHO
HMHTEPIPETHPOBATh TEMIIEPATYPHYIO 3aBHCUMOCTD JUTUTEIBHOCTH KJIETOYHOTO LIUKJIA T¢ , XOPOIIO U3BECTHYIO U3
pabot [14-16]. 3aBucumocts k03(PuLKeHTOB b ¥ p OT TemmepaTrypsl MOXKHO AIMIPOKCUMHPOBATH (POpMyIIOif
Appennyca. Torma cornacHo (23) TemrepatypHas 3aBHCUMOCTD T BBIPAKAETCS B BUJIE!

To=b+p = aetT +apeEp/T, (24)
rne B, Ep — oHeprum axTHMBaLMM CKOPOCTEH JEINEHHWss M pOCTa, ap, & — COOTBETCTBYIOLIUE
MpeISKCIIOHeHIMANbHbIE MHOXUTENH, T — abCcooTHAst TemMneparypa.

Ha puc. 2a npuBeneHa KpuBas 3aBHCUMOCTU Tc , PaCCUMTaHHAs IO ypaBHEHHIO (24) C HOMOIIBIO
SMIIUPUYECKUX MapaMeTpoB ap , & U Ep, E, MonenpHas kpuBas Kau€CTBEHHO IPABUJIBHO OIHCBHIBAET
HaOJIF0JAeMYI0 3aKOHOMEPHOCTS [ 14- 16].

IMoncrasnsisi appeHUyCOBCKHUE BhIpakeHust ko3 duureHToB b u p B ypasHenue (20) nonay4aroT Gopmyty
IUTsl pacyera 3aBUCUMOCTH BpeMeHH pocTta Ati, MOMyJISLKH 0 Pa3HBIX CTYMEHel pa3BuTus (pasHble Co/Cy).

Ha puc. 26 npuseneHsr kpusble 3aBucumMoctd Aliy , paccuntaHHble MO0 ypaBHeHHIO (20) ¢ MOMOIIBIO
SMIIUPUYECKUX MapaMeTpoB ap , & u Ep, E, MonenpHble KpHBble Kau€CTBEHHO IPABHJIBHO OIHCBIBAIOT
SKCIIePUMEHTAILHO Habronaemble 3aBucUMOCTH [ 14-16].

By Dettlaff T.A.1964.tc=fT) By Dettlaff T.A.,1964. ti=f(T)
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Puc. 2. KpuBble TemnepaTypHO# 3aBUCUMOCTH JUTUTEIbHOCTH Pa3BUTHSI SJIEMEHTOB Pa3HBbIX YPOBHEW: a)
JUTATENIbHOCTb KJIETOYHOTO IMKJIA, PACCYMTAHHAs MO ypaBHEHHIO (24); 0) AMUTENBbHOCTH pPAa3HBIX CTaIHH
Pa3BUTHS MOMYJISILIMK, PACCUUTAHHBIE TIO ypaBHEHUIO (20).

Mopnens (12) naet BO3MOXHOCTb IPOBEPHUTD /IS IOMYJILUY TPUMEHNMOCTh (yHKunu bakmana [ 14]:
LogH = k log”T, (25)
rne H — ckopocts pocta monynsinuu, T — Bpemst pocta, k < 0 —HOpMHUPOBOUYHAS TOCTOSIHHAS.

B ananutuyeckom Buae ¢yHkumro bakmana MOXXHO mosyuuth, mojactaBisis B (25) seipaxenns H u T,
paBHBIE, COOTBETCTBEHHO, MpaBbIM dHacTsM ypaBHeHuil (14) (mpm wi =0) u (16). Ilpm 3TOoM mnony4aroT
3aBUCUMOCTh (25) kak sIBHYHO (YHKIUIO POCTa, BBIPAXKAEMOTO IMEPEMEHHON BEJIMYHMHOW C; MPH 3aJJaHHOM
HA4aJIbHOM 3Ha4YeHuu Co. Ha puc. 4 npusenen coorsercrByromuii rpaguk. Cornacuo (25), morapudm ckopocTu
pocTa IoJpKeH ObITh MPOTIOPLUUOHAJIEH KBaapary Jorapudma BpemeHu pocta. OmHaKo, Kak cieayer u3 puc. 4,
TaKast 3aBUCUMOCTb JUISI IBYXCTAAMITHOHN IMOMYJISILUN He HAOJIFOAaeTCsl.



8
By G.Backman, 1943. logH=lklog2T

06D 05 1 Klg2T 15 2 25

Puc. 3. ®yukuus pocra bakmana (25), nocTpoeHHass Ha OCHOBE NByXxCTaauitHOW moxenu (16) nuHamuku
MOTTYJISILTUHL.

140 c.
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