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[IpencraBnena AMCKpeTHas MOJENIb THCTOTEHe3a MEYeHOYHOW Oajlku Ha OCHOBE JMCCHMMETPUYHOTO
pacrpeneneHuss BPEMEH KJIETOYHBIX HHUKIOB. OCHOBaHMEM MOJIENH SIBHJIOCH IPEANOJIOXKEHUE O KO-
HEYHOCTH KJIETOYHOTO BPEMEHH KaK BHYTPEHHEro IapaMeTpa eIUHOr0o LUKJIa OWOJIOTHYECKOI'0
BPEMECHU-TIPOCTPAHCTBA. prFI/IM MMPEAIOJIOKCHUEM SABUJIACH ACIUMOCTbH KJIE€TOYHOI'O BPEMCHHU Ma-
TEPUHCKOM KIIETKHU MOMO0JIaM MEXAY JOYEPHUMH KJIETKaMH, YTO ITO3BOJISET PacCMaTPUBATh MaKPOLUKII
CTBOJIOBOl KJIETKH B THCTOTeHE3€ KaK CHCTEMY BIIO)KEHHBIX, IPOTPECCHBHO YOBIBAIOIIUX [0 BPEMEHH
KJICTOYHBIX ITHKJIOB. KpOMe TOTO, IPEANOoJarajoch, YTO Ha KaXJOM Iare KJIETOYHOIO ACJICHUS B
OJIHOPOJHOM THCTOTEHE3€ HUMEETCs aCUMMETPUYHOE PAacHpeleleHUe CUCTEMBl OTCUeTa KJIETOYHOTO
BpEMCEHH, yOpaBIisiomieil MuTo3aMu uiu AU depeHInpPOBKONA, KOTOPOE CBS3aHO C WHTPOHHOH 00-
nacTeio reHoma. IlonydeHHas d4HCIeHHas MOJENb COIJIACYeTCd C OCOOEHHOCTSMH apXUTCKTOHHMKH
MEYCHHU, JINMHTOM YHCIa ACJICHWH KIIETOK, pachpeielieHueM YacTOT MHTO30B M CTapeHHeM, Kak
MPOLIECCOM BBIMHPAHUS KIETOK C KOPOTKHMMH LHKJIAMH.

Kniouesvie cnosa: xnemounas 6140/102”2, CUCMOCEHe3 NnevyeHu, epem:s KilemoduHoco YUKid.

CymecTByromasi MOJIelb THCTOI'€HE3a OCHOBaHa
MPENMYIIECTBEHHO Ha CHCTEME CHMMETPUYIHOTO Jie-
JIeHUS KIETOK C Tepefavyeil MICHTHIHBIX TEHOMOB
JouepHuM kierkaMm. Ilpennonaraercs, uro mocie-
Jyiollee ynpaBieHHe paboTON TeHOB B KIIETKaX
(dbopmupyromielics TKaHW OCYIIECTBISIECTCS dIHUTEHe-
THYeckuMH (paktopamu. OgHaKo HaJIU4He BHENI-
HEro ynpaBJIeHUs He OOBSICHSIET HU CTAallMOHAPHO-
CTH KJIETOYHOTO COCTaBa TKaHEH, HU HaJIU4Hsl pas-
JUYHBIX KJIACCOB KJIETOK, HU MPOrPaMHUPOBAHHOIO
xapakTepa amonTto3a. CHMMETpHUYHBIC LUKIHYE-
CKHE IPOLECCHl IEIEHUs KJIETOK B CHIIy M30TPOII-
HOCTH HE MMEIOT MOP(hO(QYHKIIMOHAITFHOTO BEKTO-
pa B THCTOTEHe3e. DTO He HCKI0YaeT (pyHIaMeH-
TaJIbHOW pPOJIM CUMMETPUU B TOJJIEP)KAHUU TKa-
HEBOT0 roMeocTa3a Ha 0ojiee BBICOKOM YPOBHE.

B.M. BepHanckuii mpeArnooxkui, 4T0 OUOJIO-
THYECKOE BPEMS U MPOCTPAHCTBO HEPA3pPbIBHBI, U3
YEro Cileayer, YTO IUCCUMMETPHUsS NOJDKHA Cyllle-
CTBOBATh HE TOJBKO B CTPOCHUU NPOCTPAHCTBA,
HO U B cTpoeHuu BpeMenH [1]. IIpuroxun ormeuan,
9TO HEOOPAaTHMOCTh TPUBOAUT K HM3MEHECHUIO
CTPYKTYpPbl POCTPAHCTBA—BPEMEHU U TIOSBJIEHUIO
BHYTPEHHETO0 BPEMEHHU, KOTOPOE OTpPaXaeT Hapy-
[ICHUE BPEMEHHOW CHUMMETPHHM B OMOJIOTHYECKHX
cucTeMax Ha MHKPOCKOMHYECKOM ypoBHE [2,3].

Tem He MeHee, BHYTpEHHee OHMOJIOTHYECKOE
BpeMsi HE HCIOJb3YyeTCsl B KadecTBE IapaMerpa
CTPYKTYPHO-(GYHKIIMOHAJIBHOTO pPa3BUTUA OHOJO-
rudeckux cucreM. OQHOW W3 TPUYUH SABISETCA

HESICHOCTh CaMOTO OIpeeNeHuss OMOJIOrHYecKoTo
BpEMEHH.

B ocHoBy HacTosIIero ucciegoBaHUs MOJIOXKeE-
Ha THIOTE3a, COTJIACHO KOTOPOH OMOJOTHUYECKOe
BpeMsl SIBISCTCS BHYTPCHHUM BPEMEHEM EIMHOTO
OUKJIAIECKOTO  OWOJIOTHYECKOTO  BPEMEHU-TIPO-
crpancTBa. llmknnueckuit xapaktep OmojoTHYe-
CKOTO BPEMEHH IO3BOJISICT HCHOJB30BaTH €r0 B
KauecTBE KOHEYHOTO MapamMeTpa MOpU OIMHCAHUHU
JTUHAMUKA KJIETOYHBIX MOMYJSINA, BKIIOYAs THC-
ToreHe3. [IpUHIUNNANIBHBIM NPEANTOTI0XKEHUEM SIB-
JAEeTCs TO, YTO MPHU U3BECTHOM YCIOBUHM JHUMUTA
yuclia ACJeHHHA KIETKM B TKaHAX [4] rucroreHes
00yCIIOBIIEH JTUCCUMMETPUYHBIM pacIpe/eleHneM
BPEMEH KJIETOYHBIX IIUKJIOB OT CTBOJIOBBIX A0 AU(-
(hepeHITMPOBAHHBIX KIIETOK.

enpto wmccmeqoBaHus SIBUJIOCH MPOCTOE JIHC-
KpPETHOE MOJICITUPOBAHNE KICTOYHOW TUHAMHUKHU
rucroreHe’a MophopyHKITHOHATIBPHOW CTMHUIIBI TTe-
YEHH HAa OCHOBE CJCNaHHBIX MPEIMOJIOKCHUMN.

TEOPETMYECKHNE OCHOBBI

OnHMM U3 NEpBBIX HCCIENOBAHUN MO YHCIIEH-
HOMY MOJEIUPOBAHUIO OOHOBISIOMIMXCS KIETOY-
HBIX MONYyJIANUN C pa3/elIeHUEM BpEMEH XU3HU
MAaTEpUHCKOM M OYEpHHX KIIETOK siBjsgeTcs pabo-
ta [5]. B Hell Ha ocHOBe M3ydeHHUSI MOPGHOIOTHUHU
JOENAIMXCS MOMYISLHUHA SMUTENHAIBHBIX XKele3 U
OpraHoB Oblia NpeACTaBiIeHA JUCKPETHAs 4YHMCIIEH-
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Has MOJeNb BpPEeMEHHOW OpraHu3aluu KaMOwaib-
HOTO mTpoaudepaTuBHOTO myila MopdodyHKIHO-
HAJbHOW €NMHHUIIBI. BBUTHM cPOopMyTHpOBAHEI Clie-
IYIOIINE HAaYaIbHBIE YCIOBUS: 1) modepHUE KIETKHU
UMCIOT HEpPaBHBIC MEXKJY COO0OW M OTJIUYHBIC OT
MaTEPUHCKOHN KJIETKH BpEMEHA KJIIETOYHBIX I[UKJIIOB;
2) onHa HOYepHss KJIETKa UMEET 0 BPEMEHH BIIBOE
KOpPOTKHH, a Apyras — BABOE JUIMHHBIA KJIETOYHBIN
LIUKJ, YeM MaTEepUHCKas KJeTKa; 3) KIETKH, T0C-
TUTTIME MUHUMaJbHOU BpEMEHHON IPOTIKEHHOCTHU
[MKJa, TOTHOAI0T B MUTO3¢; 4) KIIeTKa C JJIWHHBIM
OHUKIJIOM TIPOYHee CBsi3aHa ¢ 6a3anpHON MeMOpaHOU
u obmagaer OoJbpIICH «aare3ueli», 9eM ee cecTpa
C KOPOTKHUM IIUKJIOM, M TIO3TOMY OCTaeTCsi Ha
MECTE€ MATEPUHCKOW KIIETKH.

Monens Obla TpeacTaBiicHa B BUJE JUCKPET-
HOUW MOCJIEIOBATEILHOCTH KJICTOYHBIX PSAIOB B BH-
JIe YHCesl, XapaKTepU3yIUX BpeMeHa KIECTOUYHBIX
UKJIOB. AJTOPUTM MOJEIH HAYUHAJICA C OJHOU
UCXOJHOM KJIETKU C LENbIM 3HAYCHHEM BPEMCHU
KJIETOYHOTO IMKJIa U Pa3BOPaYMBaJICI BO BPEMEHU
C JUIMHOW mrara, KpaTHOW OJHOW YCIOBHOW OWO-
JIOTUYCCKOW €IUHMIIC BpeMeHHU. bblTH cenaHsl cie-
OyIOIIHe 3aKfoueHus: 1) mpu W3MEHEHHWU TMPaBHUII
JENeHUsT KJIETOK yaaercs HMHUTHPOBATh KacKa-
HOCTH pAaclpee/ieHnss BPEMEH KIETOUYHBIX ITHKJIOB
OT MaKCHMaJbHO KOPOTKHX BHIMHPAIOIIMX ITUKIOB
JI0 JUTMHHBIX IUKJIOB; 2) B OJHOPATHON CTPYKTYpe
C y4eTOM aJre3u BO3MOXHO TepEeMEIICHHE Kiie-
TOK; 3) CTapeHHUe CBA3aHO C YBEIMYCHUEM CPEIHEro
KJIETOYHOTO BPEMEHHU 3a CYET BBIMUPAHHS KIETOK
C KOPOTKMMH NHMKJIaMH. OTMEYEHBI CIEAyIOIne
HEpeIIeHHbIE NPOOJEMBbI: pa3le/iCHHEe KJICTOYHOU
MOMYJISIITUA HAa 30HBI KaMOWaNbHBIX W auddepeH-
[IMPOBAHHBIX KJETOK, XapakTep 30HAIBHOTO CHT-
HaJla K Jau(depeHIIUPOBKE KJIETOK, MPUPOJa KO-
HEYHOCTH YHCIa MPOJCIAHHBIX JeicHui. Bricka-
3aHO TPEANMOJOKECHHUE, YTO CMEHA HecTaperomie
[MUKITHYECKOW OPTaHU3AIMU HA CTAPCIONIYI0 alluK-
JUYECKYI0 OPTaHU3AIUI0 MPUBOJIUT K cTaOuiIu3a-
UM POCTa, a HapylIeHHWE MpaBUIa ACHMMETpPHY-
HOTO JICNICHUs] TPUBOJUT K HEOTPAHHUYECHHOMY pOC-
Ty KIIETOK B TIOMYJIAIHUH.

OCHOBO¥ HACTOSAIIETO UCCIETOBAHUS SBISTFOTCS
HEKOTOPBIE TPEANOI0XKEHUSI OTHOCHTEIBHO MOJe-
JU TUCTOTEHE3a OJHOPOJHBIX KJIETOYHBIX CHUCTEM,
OCHOBAHHBIE Ha IHMKJIUYECKHUX CBOWCTBaX OHOJO-
THYECKOTO BpeMeHH. B 3ToM ciywae Omomormde-
CKO€ BpeMsl BBICTyNaeT KaK BHYTPEHHEE BpeMs
pa3BepTHIBAHHS E€IMHOTO LUKJIa OUOJOTHYECKOTO
BpeMeHU-TipocTpaHcTBa. [lockonbky Ouosoruye-
CKHMI IIMKJ OOBIYHO MPEACTaBISET MOCIECAOBATEb-
HOCTb COOBITHH OT QopMHpOBaHHA 10 TuOenn
OMOCTPYKTYpPHl HM/MIM Hayaja HOBOTO BOCIIPOU3-
BOJCTBAa, TO MOXHO OTMETHTH elle HEKOTOpbIe
JIOTIOJTHUTENbHBIE CBOHCTBA OMOJIOTHYECKOTO Bpe-
MeHU. Bo-mepBbIX, Kak IUKJIAYECKOE BpEMsi OHO

BUODPU3UKA ToMm 63 Bemr. 1 2018

107

SBJISICTCS KOHEYHBIM U, BO-BTOPBIX, SBISETCS He-
Pa3pbIBHBIM C OHOJIOTUYECKUM MpoCTPaHCTBOM,
KOTOPOE MPEJCTABICHO COBOKYITHOCTBIO OHOCTPYK-
TYyp pa3nuyHoro ypoBHs. [IposBieHHUEM Hepa3pbIB-
HOCTU MOJXET CIYXXHUTh JIOMOJHUTEIBHOCTh OUOJIO-
THYECKOTO BPEMEHU U OOINEelH CKOPOCTU BHYTPCH-
HUX mpoleccoB. dopMarbHO BO3MOXHBI OHOJIO-
TUYECKNEC CUCTEMBI C JJIMHHBIMHA BpeMeHHI),IMI/I IMUK-
JaMH U HEBBICOKOW CKOPOCTHIO OHMOTCHE3a BHYT-
PEHHUX CTPYKTYp U CHUCTEMBI C KOPOTKHMHU Bpe-
MEHHBIMH [HKJIaMH, HO C BBICOKOH CKOPOCTHIO
obopoTa OHMOCTPYKTyp. BaxHO TO, 4TO B TakKux
CHCTEMaX COXPaHSAETCsAs IMOCTOSHCTBO KJIETOYHOTO
romeocrasa, T.e. NPOSBICHHE CHMMETpHH Oo0Jiee
BBICOKOTO TMOPSIIKA.

B npouecce rucroreHesa 0JHOPOAHBIX KJIETOU-
HBIX CHCTEM HMMEIOTCSl pa3MYHbIE BapHaHTHI Bpe-
MeHHOH opraHu3anuu. llpakTuuecku HeaemsIIuecs
BO B3pPOCIOM COCTOSHHHM TKaHHW, HalpuUMep HepB-
Has W MBIIIEYHAs TKaHb, UMEIOT MUK KJIETOYHOMU
nponudepanuu B paHHeM SMOpuoTeHe3e, a Aud-
(epeHIMpPOBaHHbBIE KIJIETKH 00JagaloT MPOAOJIKH-
TEIbHBIMH BpeMeHaMu >ku3Hu. Craboapensuiuecs
TKaHH, BKIIOYas NE€YCHb W DIHUTENHNH Kene3, UMEIOT
COM3MEpPUMBIE BpeMeHa XKHU3HHU MPOTHPEepUPYIOIINX
n muddepeHIUpYOmMUXcs KIeTOK. bwicTpoaens-
myecss TKaHW, BKIIOYAs JMUTEIHA TOHKOTO KH-
HIEYHHKAa W KPOBETBOPHYIO TKaHb, HAaXOIATCA B
MOCTOSIHHO MPOJU(EpUPYIOMEM COCTOSIHUU C Te-
Hepauued AuQQepeHINPOBaHHBIX KIETOK. Takum
00pa3oM, MpH MPsIMO NPOTOPLHOHATIBHOM COOT-
HOIIEHHH OHMOJIOTUYECKOTO M (U3NUYECKOT0 BpeMe-
HU B OHTOTEGHETHMYECKOM IIKaje Pa3BUTHUS MPOJIH-
(epaTUBHBIA MOTEHLHAJ MOXET CIBHUIaThCsl B 3a-
BHCHMOCTH OT THIa TKaHHU.

Ucxonsa m3 rumoTe3sl MUKIMIHOCTH OHWOJIOTH-
YECKOI'0 BPEMEHH, MOXHO MPEAIOJIOXUTh, YTO B
OCHOBE OJHOPOJHOTO TUCTOTE€HE3a JIEKUT MAKPO-
UKJI CTBOJIOBOW MPOTeHUTOPHOH KieTku. Ee 00-
Pa30BaHHUE NPOUCXOJUT B OPTAHOTEHE3E U 3aTEM
peanusyercss uepe3 CUCTEMY IOCIENOBATEIBHBIX
KJIETOYHBIX [JEJNEeHUW BIUIOTh OO0 TEPMHUHAJIBHOTO
JeNieHus, aloInTo3a WIKM 00pa3oBaHHS IOJIHILIO-
uaHON kineTku. IlockonbKy BpeMs KJIETOYHOTO
LUKJIA CTBOJIOBOW KJIETKM KOHEYHO, KaK U YHUCIO
KJETOYHBIX JHelieHuH [4], TO BO3HHWKAaeT Japyroe
NPEANOJI0KEHUE O TOM, YTO CXeMa JEIEHUs CTBO-
JIOBOM KJIETKM JHCCUMMETPUYHA I10 BpEMEHAM KJle-
TOYHBIX LMKJIOB M COIPOBOXKAAETCS MOCIEI0BA-
TEJIbHBIM YMEHBIIEHHUEM BPEMEH KJIETOYHBIX LHK-
JIOB BILJIOTH IO MUHUMAJIBHOTO KJIETOYHOI'O IIUKIIA.
B sTOM ciiydyae 4uci0 NMPOMEXKYTOUYHBIX JUCKPET-
HBIX KJIACCOB KIIETOK OyJeT ONpeNensThCs Xapak-
TEPOM CXEMBbI JEIEHUSI BpPEMEH KJIETOYHBIX LIUKJIOB
U MaKCHUMaJbHBIM BPEMEHEM ILHUKJIa CTBOJOBOM
kierkd. TakuM oOpas3om, Bpemsi 00MmIEro KIJIETOY-
HOTO IIMKJIa CTBOJIOBOHM KJIETKW OyAeT TpelcTaB-
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l'unoTernyueckast cxema pacmpelnelieHuss BpeMEHHU Kie-
ToyHOTO nukia. O6o3HaueHHI: T — BpeMs KIETOYHOTO
nukna; lt, 21, 4r — TakThl. BpemeHa UMKIOB mpen-
CTaBJIEHBl B BHUIE KOJIEI pa3Iu4yHoOro auamerpa. Yep-
HBIH cerMeHT 00O03HadaeT MHBAPUAHTHYIO YacTh I'€HO-

Ma, COOTBETCTBYIOIIYIO Ty

JATH CUCTEMY BJIOKCHHBIX BPEMEH KJIICTOYHBIX TUK-
JIOB TPAH3UTOPHBIX KJICTOK, NMpUYCM JId KaXKXKAOTO
BHYTPCHHCTO LUKJIA JOJI?KCH COGJ’IIOZ[aTLCH IpHUH-
OUIl COXpaHEHUA KICTOYHOI'O romeocrasa.

Jloka3aTenbCTBa CyIIECTBOBAHUS BEpPTHUKaIb-
HOW IUCCHMMETPHHU BpPEMEH KJETOYHBIX IHMKJIOB,
BO3MOJKHO, CIIEIyeT UCKaTh B 3BOJIIOLMHU OJHOPOI-
HBIX KJICTOYHBIX CHCTeM. ECIM MpenonoKuTh, 4To
0o0pa3oBaHWEe MHOTOKJIETOYHBIX CHCTEM MPOMCXO-
WO TPH 00BEAMHEHUH dJIEMEHTAPHBIX KOJIBIIEBBIX
F€HOMOB NPOKapuoT, To ¢GopMalbHO B 00bBequ-
HEHHOW THIOTETHYECKON KIIETKE HOJDKHO HaOIIro-
JaThcsl yABOeHHe oOmero BpemMeHu nukia. Ilepe-
rpPYIIHPOBKAa TE€HOMa, HAIPUMEP, C MOCTPOCHUEM
CTPYKTYp T€TEpOAYIJIEKCHOTO THMa, a TaKXke C
MOSIBJICHUEM PEIIUIUPYIONIET0 W MHUTOTHYECKOTO
MeXaHH3Ma, MOTJIa Jjajiee IPUBECTH K 3aKPeTUICHHIO
CXeMBl KJIETOYHOTO JEJeHHs BPEMEHHM LHUKJIa Ma-
TEPUHCKOW KJIETKM Ha [1Ba PaBHBIX IO MPOJOJIKH-
TETBHOCTH JOYEepHUX Lukiaa. JlanpHelmee oObe-
JUHEHUE KJIETOK € KOPOTKMMH LHKJIAaMH MOTJO
OpPUBOIUTh K 00pa3oBaHUI0 0oJjiee MPOTSHKEHHBIX
[0 BPEMEHHU JUIMHHBIX KJIETOYHBIX IMKIOB, HO C
COXpPAHECHHEM CXEeMbl ACJICHHS BPEMEHM LUKJIa IO-
mojaM MEXJy JOYEepHUMH KIeTKaMH. Y NIHHEHUE
BpEMEHHU LHKJIAa MPOTEHUTOPHBIX CTBOJOBBIX KJle-
TOK CBSI3aHO, OYEBHJHO, C TEM, 4YTO INPH ITOM
BO3HHUKAIOT 3BOJIIOLMOHHBIC MPEUMYIIECTBA, KakK
o moTeHnuany (opmooOpa3zoBaHHs, TaK H II0
0oJyiee TOHKOW HacTpoike HU3UO0IOTr0-0MOXUMHUYE-
CKHX TpolieccoB. EcTecTBeHHO, UTO B JAaHHOW cXxeMe
TUIIOTETUYECKUX IpeoOpa3oBaHUN TOJDKHBI IPO-
HUCXOJUTh W3MEHEHHS] B PETYJSITOPHON 4YacTH Te-
HOMa, OTBeYaromedl 3a OTCYEeT BPEMEHH LHKJIA U
Yyuclla JeJICHHWH, KOTOopas 3aJaeT ONpeAeleHHBIN
TEMIT TPAHCKPUILMOHHON aKTHUBHOCTH. Dopmais-
HO TepexoJi OT «OBICTPBIX» K «MEIJICHHBIM» KJIe-

MAJIBIIEB

TOYHBIM YacaM MOJXHO MNpPEACTaBUTh B BHUIE pe-
IYKIIUA W TEepPerpynmupoBKH Habopa MTOBTOPSIO-
IUXCS TOCJEA0BaTEIbHOCTEH B MHTPOHHOM YacTu
reHoMa, KoTopas, Npeanojg0KUTeIbHO, BHIIOJIHSIET
(yHKIUIO OTCUeTa OUOJIOTUYECKOTO BpeMeHu. Ecth
MHEeHHUE [6], 4TO DBOJIIOIIMOHHOE BKIIIOYEHHE U30bI-
TOYHBIX NOCIIEAOBATENBHOCTEN HYKJIEOTHAOB B HC-
XOJHBIM TEHOM-TIPEAIIECTBEHHUK CTaOMIU3HpOBa-
JI0 3aKIIYCHHYI B HEM T'€HETUYECKYI HH(opMa-
MU0 W CO3/1aJI0 HEOOXOJMMBIE YCIOBHUS ISl BO3-
HUKHOBEHHUS MHOTOKJIETOYHOCTH B IpPUPOJE.

Jpyro#i 0coOEHHOCTBIO 00 BEAUHEHUS OBLIO OT-
CyTCTBHE HEOOXOJAMMOCTH HCIOJIB30BaTh 00€ CMBI-
CIOBBIE MATpHIEl. B 3TOM ciydae mpu camoopra-
HU3aOUN OOBEAMHEHHOTO T€HOMa THUIMOTETHYECKU
MOTJIO MPOUCXOJUTH BBIPOXKJIECHUE OJHOU W3 HHX
B KOMIUJIEMEHTapHylo pabouyo cnupans JIHK.
®opMabHO TaKOH MPOIECC MOT MPHUBECTH K aCHM-
METPUU B pachpeaeieHny MNporpaMMEbI-TaliMepa
JUISl OTCUETAa BPEMCHU LHKJIA W YNPaBICHHUS MHU-
TO3aMH B OJIHOW JIMHUU KJIIETOK U (OPMHUPOBAHHIO
nporpamMMbl nTuddepeHnanum KIeTOK ¢ BKIOYE-
HUEM TPYIIIbl CTaJUUHBIX T'€HOB, B JAPYrod JIUHUU
KJIeTOK. MHBIMU clloBaMH, KOHCEPBAaTHBHOE pac-
MpejielieHne MporpaMMbI-TaiiMepa B MHUTO3€ MOTJIO
COTIPOBOXK/IATHCS pa3/eIeHNEM CTBOJIOBOTO U MU]-
(depeHIMpOBaHHOTO psija KiIeTok. Takas JAUXOTO-
MHsI JOJDKHA COOJIFOAAThCA Ha KakJIOM Imare Jie-
JeHUs, YTO B IIEJIOM CBSI3aHO C OTPaHUYCHHEM
MOJIYKOHCEPBATUBHOTO criocoba permnmukanuu JJHK
Ha KJETOYHOM YpOBHE.

Ha puc. 1 mpencraBinern (parMeHT THIOTETH-
9eCKOW CXEMBI pacIpenesieHus] BpeMeH KIETOYHOTO
nukiaa (T). MuHuMaabHOE BpeMsl KJIETOYHOTO IUK-
na (4epHBIH CETMEHT) COOTBETCTBYET OJHOM yc-
JIOBHOM €IUWHHULE BPEMEHU LHKJIA JJIsI OJHOPOJ-
HOTO psifa — OJHOMY TakTy (T, It). Cxema
JIEJICHUs] TPEACTaBJIsieT cO00W pPaBHOMPOTMOPIIHO-
HaJBHOE JICJICHNE BPEMEH KJIETOYHBIX IHUKIIOB: T; =
2’51;1’1“,[[6 i IpeCTaBIsACT COOO0M MOPIAKOBBIN HOMEP
YJIeHa KacKaJa BPEMEH KJIETOUYHBIX UKJIOB. B aToMm
crydae oOpasyercs reoMeTpuyeckas HpOTPeccHs
NT, ..., 41, 21, 1T CcOo 3HamMeHaTteiaeM 2, rae NT
IUIT TIPOCTOTHl MOXXHO O0003HAYWThH, KaK HOMEp
kietku. TakuM oOpa3oM, Ha PUCYHKE MTPEACTaBICH
(parMeHT AeNeHUsl KJIETKU C UCXOJIHBIM HOMEPOM
4 (t = 41) 10 MUHUMaJILHOrO HOMepa 1 co Bpe-
MeHeM nukina 1 takt (T, = 17).

ITpenmonaraercs, 4To T, ;, YCIOBHO COOTBET-
CTBYET BPEMEHHM KJIETOYHOTO IHKJA TUIOTETHYE-
CKOM KJIETKU, ABJISIOLICHCS MPEAIIECTBEHHULIEN OA-
HOPOJAHOW MHOTOKIJIETOYHOU cucteMbl. C yueTom
HEpPa3pBIBHOCTU JAaHHAs KJIETKa UMEET MaKCUMaJlb-
HYIO CKOPOCTb I[UKJIa CYMTBIBAHUS CMBICIIOBOM Yac-
TH TE€HOMa IMPH MHHHUMAJIbHOM BpPEMEHU KJIIETOY-
HOTO THWKia. [Ipm 0o0BemWHEHWHM NBYX aHAJIOTHY-
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HBIX T€HOMOB C T OJWH U3 I€HOMOB BBIPOXKJa-
€TCid B HEYNPAaBIAIOUIYI0 KOMIUIEMEHTApHYHK IIO-
CIEN0BATEIbHOCTh, a4 BTOPOM OCTAaercs WHBApHU-
AHTHBIM 10 CKOPOCTH IIUKJIA CYUTHIBAHUSA T'€HOMA.
OOGuiee BpeMs KJIETOYHOTO LMKJIA 00BEIUHEHHOTO
FeHOMa yABaWBAaETCsl, TAK k€ KaK U COOTHOILIECHHE
/T, JanbHelliee ycnoxHeHHEe OHOJIOTHYECKOI
¢bopMBl TyTeM OOBEAMHEHHS TEHOMOB KOPOTKO-
JKUBYIIUX KIETOK NPUBOJUT K JaJbHEUIIEMY YBe-
JUYEHHUIO T/T . 3a CYET BBIPOXKAECHUS OJHOTO M3
reHoMoB. ITapajuienpHO HapacCTaHUIO HOMEpPA CTBO-
JOBOM KJIETKH IPOUCXOAUT 3aMEIIECHHE CKOPOCTHU
LUKJIA CUUTBIBAHHUSA T€HOMA.

OOpaTHass  MOCIEIOBATEIBHOCTh  COOBITHUH,
NpeJCTaBIsAIONas co00H 0JHOPOHBINA TUCTOTEHES,
MpEICTAaBISIET CUCTEMY IUCCUMMETPUYHBIX Jelie-
HUH CTBOJIOBOM INPOTEHUTOPHOW KIJIETKH C MPO-
TPECCUBHBIM YKOPOYEHHEM BPEMEH KJIETOUYHBIX
LUKJIOB TPaH3UTOPHBIX KieToK. [Ipu Hamuuum ro-
PU30OHTAIBHOM  JAUCCUMMETPUM  paclpeneseHus
MpoTpaMM-TaiMEpPOB CHCTEMa IEpecTaeT OBITh
MYJTbTHUIUIMKATUBHOHN, TOCKOJBKY OJHA W3 obpa-
3YIOIIUXCA KJIETOK JWIlI€Ha MUTOTHYECKOro MeXa-
HU3Ma U JlaeT Hauaslo AuQPepeHINPOBAHHON BETBU
KJIETOYHOTO psjga. Takum oOpa3om, cieayer, 4To
MOJIYKOHCEPBATUBHBINA myTh pemmukanuu JHK
KOHTPOJUPYETCA Ha KJIETOYHOM ypoBHE. Bo3moxk-
HO, YTO KOMIUUIEMEHTapHasl XpoMaTHUaa, JUIICHHA
NpOTrpaMMBbl OTCUYETa BPEMEHU LIUKJIAa U HHULIUALUHU
MHTO30B, COJEPKUT JApyrue (YHKIUU TMpOoTpam-
MbI-TaliMepa, KOTOPBIE CBSI3aHBl C YIPaBICHHUEM
TPAHCKPUNIHEH pa3TUYHBIX CTATUWHBIX TPYHIT Te-
HOB, a TaK)X€ ¢ BKIIOYCHUEM MEXaHHW3Ma allomnTo3a.

Ecnu BoCnonp30BaThCsl MPUHIIUMIIOM HEPA3pbIB-
HOCTH, TO MOXHO HPEANOJOKUTh, YTO KIETOYHOE
BpeMsl CBS3aHO C KJIETOUYHOM CTPYKTypoull uepe3
CKOpPOCTb TPAaHCKpHUIILMM TI€HOB. B 3TOM cirydae
YUCIO0 WHMUIMALMN TPAHCKPUILUHU T€HOB 3a LIMKI
OMOJIOTHYECKOTO BPEMEHH SABISIETCA IMOCTOSHHON
BEIMYHMHOM, KaK M CIeJ0BaJIO OBl MPH COXPAHEHUHU
KJIETOYHOTO romeocrasa. Torjga xapakTep KJIETOY-
HBIX 4YacOB ONpEAeNseTcss 4acTOTOM WHHIMALUU
TPAaHCKPUILUN TCHOB B (U3MYECKOW LIKajie Bpe-
MeHu. Bompoc o xapakTepe CBSI3U TI'€HOB-pEryJs-
TopoB mHHUIMauK Tpanckpunmuu JHK ¢ xomOu-
HalUed IOBTOPSIOIIUXCS MOCIEL0BATEIbHOCTER
0CTaeTCsd OTKPBITBIM, XOTS HE HCKIIOYEHO, 4TO
MEXaHU3M yKOpodeHus tenomep [7] ABnsgercs 4da-
CTBIO 00HIEro MexaHHW3Ma OTCUeTa LUKINYECKOTO
BPEMEHHU C y4yacTHEM NOBTOPOB B MHTPOHHOHU 00-
JacTH reHoMa.

B nenom mpeacraBisercs, 4TO TKaHEBbIE CTBO-
JIOBBIE MPOTEHUTOPHBIE KIETKH XPAHAT IPOTPaAMMy
pa3BepThIBAHUS KacKaja JdeNeHWU BCEro KIEeTo4-
Horo psma. Ilpenmomaraemasi koHpurypamus o0-
pPa3yeMbBIX OOHOPOJHBIX KIICTOYHBIX PAJO0B HAIIO-
MHHAET TEOMETPHYECKYI0O KOH(PUTYpaAIUIO IepeBa.
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MaxkcuManapHbBlii HOMEpP OJHOPOJHON KJIETOYHOMU
CTPYKTYpHl OyZeT mpuHaIjIeXaTh CTBOJOBOW MpO-
TEHUTOPHOH KIIETKE, a MPOMEKYTOUHBIE HOMepa —
TPaH3UTOPHBIM CTBOJIOBBIM KjieTKaM. Takum 00-
pa3oM, BECh CTBOJOBOM PSI MPEACTABISIET KacKal
JETSAIIIXCS TPAH3UTOPHBIX KIETOK C TPOTPECCUBHO
YMEHBIIAIOIUMUCS BPEMEHAMH KIJIETOYHBIX LHK-
noB. uddepeHunpoBaHHBIN P IPEACTABICH BET-
BSIMH KJIETOYHBIX PSJO0B, MNPUYEM BpeMs >KHU3HU
mudepeHITMpOBaHHON BETBU COOTBETCTBYET Bpe-
MEHH KJETOYHOTO IHWKJAa MapaijelbHONU CEeCTPUH-
CKOM KJIETKH CTBOJIOBOTO psma. DopManbHO, BpeMs
AKJIa CTBOJOBOM KJETKHA IIOCIEIOBATEINBHO «HC-
YepIBIBACTCSA» B CHUCTEME IMPOTPECCHBHO YKOpPaUH-
BAIOMIMXCS BJIOKEHHBIX KJIETOYHBIX IMKJIOB WU B
cucteMe nuddepeHIMPOBAHHBIX PIJI0B KIETOK.
IIpenmomaraercs TakXe, YTO amoOINTO3 SIBISETCS
3aBEpIICHUEM MPOTPAMMBI CylIeCTBOBaHUs qudde-
PEHIMPOBAHHBIX KJETOK, B TO BpeMs Kak cyapba
KJIETKH T0CIie TEPMHUHAJIBLHOTO [ENeHHs] HeIoCTa-
TOYHO sicHa. HakorieHne KJIeToK pa3IudHOM II0-
WJHOCTHU TPH CTApEHWH TKaHHU KOCBEHHO MOJITBEp-
KIAaeT HaJM9Iue CBSI3M TEPMHUHAILHBIX JEICHUU C
MOJHUIIJIONIN3aIMell KIETOK.

Takum oOpa3om, mpeanojaraercs, 4TO Halu-
yue ABOMHOW OUCCUMMETPUHU JENEHUS CTBOJOBOHU
KJIETKH B TIpollecce OJHOPOJHOTO THCTOTEHe3a
obecreunBaeT BECb MaKPOIUKII CTBOJIOBOH KIIETKH.
B »TOM cnyyae MpUTOK MPOTEHHUTOPHBIX CTBOJIO-
BBIX KJIETOK Ha 3Tane GopMupoBaHUs TKaHU OyaeT
OPUBOIUTH K TOCTPOCHUIO JIMHEHHBIX TKaHEBBIX
CTPYKTYp. SICHO, 4TO moOAnep>KaHHe IyJia CTBOJIO-
BBIX KJIETOK JOJKHO OOECIeYyMBaTHCS MYJIbTHUILIH-
KaTUBHOW CHCTEMOW JApYroro YypoOBHs Ha JTare
opraHoreHesa. Jljs NpakTUYECKH HENpoiudepu-
PYIOIIMX U MOCTOSIHHO NPOJH(EpUPYIOUINX TKaHEH
BO B3pPOCJIOM COCTOSIHHMHM yKa3aHHas cXema TaKkKe
SIBJIsIETCSl clipaBelsinBoi. B mepBomM ciydae mocie
WHTCHCUBHOW MYIBTUILUIMKAIIMA CTBOJIOBBIX MPO-
TEHUTOPHBIX KJIETOK Ha PaHHUX HOMEpax KJIeTOodY-
HOTO IUKJIa TTPOUCXOJHUT Hepexon K AuddepeHIn-
pymoouield cxeme ¢ 00pa3oBaHHEM KIETOK, BpeMs
XKHU3HH KOTOPBIX COU3MEPUMO C MPOJOJIKUTEIBHO-
CTBIO XU3HH opraHusma. Bo BTopom ciyyae Myib-
TUIJIMKALUS UIET IOCTOSIHHO Ha MPOTSKEHUH KU3-
HU M PEryjlupyercsi BpEMEHEM JKHU3HHU IOCTOSHHO
oOpasyromiuxcs nudpepeHITupOBaHHBIX KIETOK.

Bcee MNpEeACTAaBJICHHBIC MMPEANOJIOKCHUA U TUIIO-
T€3bl OBIIM HCIOJIB30BAHEI Aajic€ B OUCKPETHOM
MOACIUPOBAHUMU TUCTOICHE3a B IICUCHU.

MOJJEJINPOBAHUE I'MCTOTEHE3A
INIEYEHOYHOMU BAIJIKHN

[TeueHouHas Oanka MMeeT ciexyrolue 0coOeH-
HOCTH: 1) B IBYMEpHOW NPOEKLUMH IPEICTABISIET
co00lf NBa CIABOEHHBIX KJIETOYHBIX psAla HeEmpe-
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MAJIBIIEB

ANTOPUTM JHUCKPETHON CTPYKTYpHI IIEYEHOYHOUN Oajku B pa3iMyHBIX (Dazax THCTOTeHe3a

T p [To3uuroHHbBIE KJIETOUHBIE UUKIBI (T) ( OChb «TpHaja — LEHTpPajibHasi BEHa»)
b ﬂ}l
TaxT 1 2 3 4 5 6 7 8 9 10 | 11 | 12 | 13 | 14 | 15

1 8

1 8
2 8g
1 8 8

) 8 7
2 8g 8,

5 1 8g 8, 8 8s 84 83 & 8 4, 4, 4, 4, 2,5 24 114C°
2 8g 8, 8 85 84 83 8 8 # 4, 4, 4, 4.# 2, 2% | 14#

16 1 8g 8, 8 | 8s 84 85 85 8, 4, | 4 | 4 | 4 2, |28
2 8g 8, 86 85 84 83 & 8# 4, 4, 4, 4.# 2, 2.#

18 1 8g 8, 8 8s 84 83 8 & 4, 4, 4, 4116C°
2 8g 8, 8 85 &4 83 8, & # 4, 4, 4, 4.#

” 1 8g 8, 8 85 84 83 & 8132°°
2 &g 84 86 &5 84 85 &y 8 #

I[Ipumeuanus. * I — CTBOJIOBOM KIETOYHBIH psl, 2 — nudepeHINpOBaHHBIN KIETOYHBIN psin; # — rubens auddepeHInpoBaHHBIX
KIETOK B amomrtose; 1%, 2,8¢ 4,16c i 8,32 _ tepmunanbHble MHTO3BI ¢ 06PA30BAHHEM COOTBETCTBYIOIIUX MOJUILIONIOB. B
Ka4YeCTBE IIara BBINIOJIHEHUA aJITOPUTMaA MCIIOJB3YETCA OJWH TaKT, MHUHHUMAJIBHOC BpEMSA KJICTOYHOTO IIUKJIA. OcHOBHOM
XapaKTEPUCTUKOH SBJIAETCA BPEMs KJIETOYHOTO LMKIA (MM HOMEP), HOJACTPOYHBIH HHIEKC XapaKTEPH3yeT PealbHOE TAKTOBOE

OMOJIOTHYECKOE BpewMms.

PBIBHOTO W TPEPHIBUCTOTO Xapakrepa ¢ oOmen
IIAHOW TpUMEpPHO 15 KIEeTOoK; 2) paauanbHOE Iie-
peMelleHre KJIETOK MO0 OCH Tpuaja (medeHodHas
apTepusd, NopraljibHasg BE€HAa U KETYHBIA MPOTOK) —
[eHTpaibHas BeHa; 3) HaJIM4Me KackagHOW opra-
HU3alMHM, HAaYWHAs C MPOTEHUTOPHBIX CTBOJIOBBIX
KJIETOK B 00JacTH Tpuaja M 3aKaHYMBas TEPMHU-
HallbHO IuddepeHInpOBaHHBIMU KJIETKaMu B 00-
JMacTU UEHTPaJbHOW BeHBI [8].

Knerounbie psapl me4eHOUHOM Galiku BOCIpPO-
HU3BOAATCS C IOMOINBI0O MHTOTHUUYCCKUX JICIICHUH
renaTolUTOB, YaCTOTa KOTOPBIX BO B3POCIOM CO-
crosiHum coctasiuger okosuo 0,012%. Bo B3pocnoit
MIEYEHU HMEIOTCI TakKyke MHoJauIuionaHsie (4e—16c¢,
no 40%), neyxsuaepusie (no 20%) um IOBYXSAEpPHO-
MOJIMILUIOUAHBIE KIeTKu [9].

Ecnu cuurath, 4TO meyeHouYHas Oalika COCTOUT
U3 Kackajlla KJICTOYHBIX IIUKJIOB B BUJEC I'€OMETPU-
YECKOW MPOrpEeCcCUU CO 3HAMEHaTeleM 2, TO Kie-
TOYHBII COCTAB TMEUYCHOYHOW OAaNKHW MOMKHO TpE.-
CTaBUTh TMPOCTBHIM CIOCOOOM B BHJAE CTPYKTYPBI
8(8) : 4(4) : 2(2) : 1(1). 3mech uncmo mepen cKkoOKoi

MpEeNCTaBIsIeT BpEeMsS KIETOYHOTO MukKia (T) HIN
HoMmep kieTku (NT), a B CKOOKaxXx — KOJHUYECTBO
MO3ULUN KIJIETKH C JAHHBIM HOMEpPOM B IEYEHOU-
HOW Oanke. B maHHOM cimydae cymMMapHOE KOJIH-
YECTBO KJIETOK IO YMCIY HO3ULHMI cocraBiser 15,
YTO MNPUMEPHO COOTBETCTBYET JJIMHE KJIETOYHOTO
psiaa medeHodHOUW Oanku. OTCUeT HyMepaIuu Kie-
TOK OCYIIECTBJISCTCS OT MHUHHMAaJILHOTO KJIIETOY-
HOTO mukjia (Homepa 1), paBHOTO OJZHOMY TakTy
JUCKPETHON MOIIAroBOM IMpOrpaMmbl pa3BepThIBA-
HUS KJIETOYHBIX PSIOB.

B Tabnuue npencraBiieH aaropuTM AUCKPETHOH
MMOTaKTOBOM CTPYKTYpPHI MEUYEHOYHOU OaNKu B pas-
TUYHBIX (ha3axX THCTOTEHEe3a.

dopMaabHO ANTOPUTM HAUYMHAETCS C AUCCUM-
METPUYHOTO JAEJIEHUS CTBOJIOBOW MPOTEHUTOPHOM
KJIETKH 16, Ha 1BE KIETKHU &g, JIEXKAIIHE B OCHOBE
CcTBOJIOBOTO W quddepeHiupoBanHoro psjaoB. Ha
BTOPOM TakKTe 00€ KJIETKH CMEHIAIOTCS B CIENYIO-
LIy MO3UILHIO0, & UX MECTO 3aHUMAET CIEAYIOIIast
napa Kierok 8. Bcero nns 3anosHeHns Oanku
HeoOXoamMo 8 KJIETOK C HoMepoMm 16.
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B ¢asze ¢dopmupoBaHus mnedeHOYHOUW Oanku
(takThl 1-15) mpoucXoauT TepeMelleHne KIEeTOK
10 OCH «TpHaaa — I[EHTpaJbHAas BEHa» W 3aIl0JI-
HEHHUE KJICTOYHBIX MO3UIMNA OaJKH BIJIOTH IO TEp-
MHUHaJbHOTO MMTO3a KJIETOK B IMO3MIMH 1, CTBO-
JIOBOTO TEHEPUPYIOUIETO Psjia U arnomnTo3a B aud-
(dbepenuupoBanHoM psny. @aktudecku 15 TakToOB
HEOOXOMMO JJIsI TOJHOTO MTPOXOXKJICHUs Oalku
KJIETKOW ¢ HOMepoMm 16. B mpencraBieHHOM psay
KJIETOK WMEIOTCSI TPU TO3WIINHU, CBSI3aHHBIE C MU-
TOTUYECKUM JeneHueM: B 8-, 12-i m 14-ii mo3u-
OusAxX TedeHouyHod Oanku. B 15-if mosumum mpo-
HUCXOIUT yIBOCHHE TCHETHUYECKOTO MaTepualia, HO
HE TPOUCXONWT JeleHus. TakuM oOpazoM, HUMe-
IOTCA OCHOBAHHUS CYHMTATh, YTO B JTOM MO3HIUHU
MOTYT 00pPa30BBIBATHCS TETPAIUIOUIHBIC KJIETKHU
(4¢c). Anonito3sl nuddepeHIUpPOBaHHBIX KIETOK OT-
MEUalrTCa B MO3MLMAX: 8, — Ha 8-M TakTte, 4,
Ha 12-m rtakre, 2, — Ha 14-m Takre, 1; — Ha 15-m
takTe. Takum oOpaszom, B chopMuUpOBaHHOU Te-
YeHOYHOW Oajke OTMeJaroTCs YeThIpE TPYIIIBI
mudepeHITnpOBaHHBIX KIIETOK.

JanbHeliee BBITTOJIHEHHE alTopuTMa ¢ 16-ro
TaKkTa XapakTepu3yeT Hadayso (a3l CTapeHus Ie-
gyeHOUHOH Oanku. Hambosiee BEpOSITHBIM MEXaHH3-
MOM paHHETO CTapeHHSs SBISIETCS BRIMHpPaHUE KO-
POTKOXXMBYIIHUX KjaccoB kieTok. Ha Mmoxenu ato
COOTBETCTBYET IOCIJIE0BATEIbHOMY YAAJICHHUIO T10-
3unui I, 2 W panee, co CIBUTOM psJOB BIIPaBO.
I[Ipu sTom Ha 16-M TakTe cienyer OXUAaThb 00-
paszoBaHus oKTamiouaa (8c) U3 KIETKH 2, ¥ JIPyrux
HOJIMIIJIONI0B U3 KIeTok 4, u 8. JlanbHehmas
cyap0a TMOJIMINIOUIHBIX KJIETOK OCTAeTCsl HESCHOM.

Ha 22-m TakTe aBe UCXOJHBIE KJIETKH 8, MPO-
ACXOAIINE M3 TEPBOTO EICHUS TMPOTCHUTOPHOU
KJIETKHU 161, 3aKaHYMBAIOT cyllecTBOoBaHMWe. Takum
00pa3oM, IPOUCXOIUT MOJHOE 3aBEPIICHHUE ITUKIIA
CTBOJIOBOM KJIeTKHM ¢ HOMepoM 16. Ha 30-m TakTe
JBa KIJIETOYHBIX psija IMEYEHOYHOW OaJiKu, CreHe-
PUPOBAHHBIX & TMPOTCHUTOPHBIMH CTBOJIOBBIMU
KJIETKaMU C HOMepPOM 16, MCUepIBIBalOT CBOE BHYT-
pEHHEE LUKJINYECKOE BpeMs.

[TosiBneHNe NPOTEHHTOPHBIX CTBOJIOBBIX KIle-
TOK ¢ HOMepoM 16, BO3MOXHO, SIBJISETCS CIEACT-
BUEeM Henu(depeHITUPYIOMIET0 MYJIBITAIUP VIOIIE-
ro JelieHusl KJIETKH ¢ HOMepoM 32 Ha 3Tame op-
raHorene3a. Eciam sKcTpamoampoBaTh ITOT MPO-
1ecc galee, TO CIEAYeT, 4TO UCTOYHHUKOM BOCHBMH
KJIETOK C HOMEpOM 16 SABIAIOTCS HYETHIPE KJIETKH
¢ HoMmMepoM 32, nBe KIJIETKH ¢ HomepoMm 64 mu,
HaKOHEL, OJHa KJeTka ¢ HoMmepoM 128. Takum
00pa3oM, 0JIHA KJIETKa C OTHOCUTEIbHBIM HOMEPOM
128 MoXeT SABISATHCA NPApPOIUTENbHUIEH MOJHOM
criapeHHoO# medeHowyHOU Oanku. Kpome Toro, ecnu
MPUHSATH, 9YTO OJHA KJIETKA C IHUKJIOM 8 MPOXOJIUT
3 npgenenusi, To 16 KJIETOK C LIHUKIOM 8 WA OJHA
KJeTKa ¢ nmukiaoM 128 mpoxomar 48 menmeHuit, 4To
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BeCbMa OJIM3KO K JUTEPATYypHOMY YHCIYy JHMHTA
nenenuii [4].

OCHOBHBIMHU NpHU3HAKAMH BepHUPHUKALUU MOTY-
YEHHOW MOJIENu SABJSIOTCA: 1) XapakTepHas apxu-
TEKTOHHMKA NEYCHOYHBIX JOJIEK B BUIE CIIapPEHHBIX
HENPEPbIBHBIX M IPEPBIBUCTBIX KIETOYHBIX PSAIOB
C BETBICHHUSAMU; 2) IEpEMELICHHE KJIETOK BIOJIb
OCH «TpHajaa — IeHTpaJibHas BEHa» C IPOMEXY-
TOYHBIMH ¥ TEPMHUHAJIBHBIM amomnTo3aMu B obiac-
T OacceliHa IEHTPAJBLHOW BEHBI, 3) ONHU3KUHA K
TPUMOJATIBHOMY PaclpeelIeHUI0 XapaKTep 4acToT
MHUTO30B B IIEYEHOYHOW OajKe y dKCIEepHUMEHTANb-
HbIX KpbIc [10]; 4) HaKomIEeHUE KIETOK pa3iIM4HOMN
MJIOUJHOCTH BO B3POCION TNEYEeHH; 5) KOHEUHOE
YUCIO JAENEHUH CTBOJOBOM KIETKU-TPEAIIECTBEH-
HULBl CIIADEHHOW TmedeyHOH Oanku, Onu3Koe K
JUTEPaTypHBIM 3HAYEHUSM JIMMHUTA [EICHHMH.

Kak wu3BecTHO, pa3BUTHE IMEUYEHU UJET U3 Ie-
YEHOYHOTO JIMBEPTHUKYJIa, CKOTIJIEHUS KJIETOK Kay-
JaJIbHOW YacTW TepelHEd KWIIKH, NPUYeM B 00-
pasyomieMcs Tpy04aToOM BhINITYMBAHUH TIEPBOY Ha-
yuHaeT AuddepeHnnpoBaThCS BEHTpallbHAS YacTh
MOKETYAOYHOM KEJE3bl, 3aTEM JKEIUYHOTO My3bIps
U, B NOCIEIHIOID OYepenb, HENOCPEACTBEHHO Ma-
peHxumbl mnedeHu. IIpu 3TOM umaer crporo Bpe-
MeHHOE B3aMMOJEHCTBHE MEXIY 00pa3ylomuMucs
renaTolMTaMH M ME3EHXMMHBIMH KJIETKaMU C 00-
pa3oBaHUEM COCYAMCTBHIX KoMmiuiekcoB [11,12].
MoXHO Npeanoa0XuTh, YTO B3aUMOJEHCTBUE KJle-
TOK W3 pa3jUYHbIX 3a4aTKOB UJIET B COOTBETCTBUU
¢ HOMepamu kieTok. OJHAKO ISl UCCIEAOBAHUS
3TOW BO3MOXKHOCTH HEOOXOJIMMO, BO-IICPBBIX, YHH-
(¢uEpoBaHUE MKAJIbl KIETOYHBIX BPEMEHHBIX IIHK-
JIOB B Macmtabax opraHu3Ma, a, BO-BTOPHIX, HAZIO
JIONYCTUTh HaJlM4uMe MEXaHHU3Ma paclo3HaBaHUA
KJETOK C OJJMHAaKOBBIMM HOMEpaMu, HalpuMep 3a
CUET 3KCIPECCUU CUHTE3a MOBEPXHOCTBIX MAPKEPOB
u3 knacrepa gupdepennumanuu. Uto kacaercs op-
raHoT€He3a MEYEHU, TO UHULIHUATOPOM B3aUMOJIEH-
CTBUS, OYEBHJHO, MOTYT BBICTyNaTh OoJiee nud-
(hepeHIIMpOBAHHBIE ME3CHXMMHBIE KIETKH, HMEIO-
M€ OJUWHAKOBBII HOMEpP C COOTBETCTBYIOIIMMH
renaTouTaMu M3 npojudepaTUBHOTO ITyIa.

OBCYXJEHUE

[IpeacraBnennass Mozenbp THUCTOTEHEe3a Iiede-
HOYHOW OajKu OCHOBaHAa Ha M3MEHEHMSIX CHMMET-
pun OHMOJIOTMYECKOTO BPEMEHHU U ABJISAETCA allb-
TEPpHATHBHBIM MOJXO0JOM K HECTOXaCTHUYECKOMY
MOJICIMPOBAHUIO CTPYKTYpHO-QYHKIMOHAIBHON Op-
raHu3aunu TKanu. OCHOBaHHMEM JIJIsl HCIOJIb30Ba-
HUsl OMOJIOTMYECKOTO BPEMEHM B MOJICIMPOBAHUHU
SBWJINCHh HEKOTOPBIE NMPEANOIO0KEHUS OTHOCUTENb-
HO ero cBoiicTB. [Ipeanoxeno paccMaTpuBath O1O-
JIOTUYECKOE BpeMs KaK BHYTpEHHEE BPeMS eIUHOTO
OUKJa OMOJOTHYECKOTO IPOCTPAHCTBA—BPEMEHH.
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B »TOoM cnydae OHO BBICTYymaeT Kak KOHEUYHOE,
OHUKIINYECKOe BPeMS U, C IPYroil CTOpOHBI, HEpas-
PBIBHO C [IWHAMHKOW OWOJIOTHYECKHX CTPYKTYpP
yepe3 CKOpPOCTh HMX BOCIPOM3BEACHHUS.

Hanuumne oco6oil MeTpukH OHOJIOTHYECKOTO
BPEMCHM KaK BpPEMEHU OUOJOTHUYECKOrO IUKIIa,
MO3BOJIIET MO-HOBOMY MOJOWTH K OMHCAHUIO OH-
TOreHe3a OWOJOTHYECKHX CTPYKTyp. OmHako s
9TOT0 HEOOXOJMMO WCIOJb30BATh HOBBIE Tpe-
CTaBJIEHUS O IUCCUMMETPUN OHMOJIOTUYECKOTO Bpe-
MEHH B Tpoleccax pa3BuTHsi. lIpumMeHHUTENbHO K
KJIETOYHBIM CHCTEMaM 3TO O3HAYaeT PACCMOTpPEHHE
MPaBOMEPHOCTH TPAJAUIHMOHHOW CXEMBl CHMMET-
PHUUYHOTO JeNeHHs KiIeTokK. B cooTBeTrcTBUM € mpea-
JIO’)KEHHOW TUIMOTE30¥ MaKCUMaJIbHBIM MO MpPOa0J-
JKUTEIBHOCTH KJETOYHBIM LHUKJI HTPOTCHUTOPHOMU
CTBOJIOBOM KJIETKHM YMEHBIIAETCS B MOKOJEHUIX
JESAIMNXCS KIETOK BILUIOTh 10 MUHUMAJILHOTO Bpe-
MEHH IuKJIa. MOXHO CKa3aTh, YTO 3JIEMEHTAapHBIN
[MKJI THCTOTEHE3a B BUJIE MAKPOIMKJIA CTBOJOBOU
KJIETKH TPEACTAaBISIET CHCTEMY BIIOKEHHBIX Kie-
TOYHBIX ITUKJIOB. Henmumue ynmoMsHyTh, 9TO aBTOP
runore3sl npedopmusma A. BelicMan B Hadaine
1900-x romoB mpeanoaarali, YTO YUCI0 TMOKOJICHUI
COMAaTHUYECKHX KJIETOK U MPOJOJIKUTEIBHOCTh HX
KU3HU JaHO YK€ B 3apOJbIlIeBoi KkieTke. Pacuer
MOKAa3bIBAET, UYTO €CIU HUCXOIUTH U3 TreoOMeTpuue-
CKOW mporpeccuu co 3HaMeHartenem 2, TO JUIs
41-T0 TIOKOJIEHUSI KOJWYECTBO KIIETOK COCTaBJIsET
npumepHo 1012,

B cooTBeTcTBUM C NpPEANOKEHHON THIIOTE30H,
pa3BepThIBAHUE BPEMEHU HCXOJHOTO KIETOYHOTO
LUKJIa OCYIIECTBIISIETCA NMyTEM YEepEelOBaHUS MYJb-
THILTHKaTUBHOU U nuddepenuupyromeit Gopm ne-
JIEHHUSI KJIETOK Ha pa3JIM4YHbIX ATamax OpraHo- U
rucroretesza. IIpu 3ToM, MOJB3YSCh TEPMUHOJIO-
rueil HOMEPHOU CHUCTEMBI, UEM BBIIIIE HOMEP KJIET-
KM, BbIXOJsmied B nuddepeHIUpoBKY Ha ITare
TUCTOTEHE3a, TEM BBIIIE MPOIOJDKHTEILHOCTh e
*u3HU. Ho 3TO He uckiiroyaer MOsABJICHHS Iu]-
(hepeHIIUPOBAHHBIX KJIETOK C MEHBIIMMHU HOMEpa-
Mu. B wucciaenoBaHUsSX Ha PEKOMOWHAHTHOW SIHU-
TeJINaJbHO-ME3ECHXMMHOM CHCTEME Ha OCHOBE JIIH-
TeNnus 3a4aTka MOJOYHOH jkele3bl Oblja yCTaHOB-
JIeHa ONpeleNsaromas pojib ME3eHXUMbl MOJIOYHOHU
WIW CIIOHHOW eje3 B MopdoreHese xapakTepa
JKee3bl, 0JHAKO (QYHKIIMOHAIBHBIN PO QIITH B JTIO-
OOM ciy4ae COOTBETCTBOBAJ MOJIOYHOH JKele-
3¢ [13]. Ecnu npenmosioxuts, 4to auddepeHiu-
pOBKa 3MUTEINS MOJIOYHOM Kene3pl Hayajuach pa-
HEe KOHTAaKTa C ME3EHXUMOMW, TO CHENyeT IOIMyC-
TUTh, YTO ME3CHXMMHAas KJIETKa HaYWHAET B3aH-
MOJICICTBOBATh C SMUTEIMANILHOM KJIETKOM mocie
TOTO, KaK OHa NpOJENacT ONPEAEIICHHOE YHUCIO
JeNeHN W TpuoOperaer OIpeeNeHHBI HOoMep.
MOXHO OpEANoNIOXKUTh, YTO KOOPAMHALUS B3aU-
MOJEHCTBUSA KJICTOK W3 PA3IMYHBIX 3a4aTKOB MO-
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KET OCYIIECTBISTHCS B COOTBETCTBHHM C HUX HOMeE-
pamu.

[IpencraBieHuss 0 QUCKPETHOCTH BpEMEH Kile-
TOYHBIX [[UKJIOB B SOMOpHOTEHE3e OBLIN BBIJIBUHYTHI
panee [14,15]. B manpHelmeM OBITH TIPEITOKEHBI
YCIIOBHBIC EIUHUIIEI MUHUMAJIbHOTO KIETOYHOTO
nukia [16] 1 MUHEMaNBHOTO THKIA auddepeHiu-
poBaHua coMuToB [17]. B uccnegoBanusx Ha KyJb-
Type KJIETOK B TEpPUOJ] JpPOOJICHUS YCTaHOBJICHO
TakKXKe, 4YTO JJIHUTEIbHOCTh KJIETOYHBLIX I[MKJIOB B
SMOpHOTEHE3e U3MEHSACTCS C XapaKTEPHBIM IS BH-
Jla MUHUMAaJIbHBIM IIarOM, IPUYEM B HEACHSIIHXCS
KJIETKaX IMUKIWYECKH MOBTOPSIOTCA MOpP(hOTreHeTn-
yeckue coObitus [18]. He wuckmroueno, uyro mpu
9TOM TPOHUCXOJUT IMEPEeNpPOTPaMMHUPOBAHUE H W3-
MEHEHHE HOMepa KIETKH, KOTOpOoe HEoOXOoImMO
IUI TIONJEpKaHUS KIETOYHOUW KYJIBTYPHI.

[IpennonoxeHue 0 AEIUMOCTH BPEMEHH IUMKJIA
MaTEPUHCKOW KIETKH TPeOyeT IOMOJHUTEIbHBIX
JI0OKA3aTeNbCTB, B TOM YHCII€ B UCCIIEJOBAHUAX Ha
WHIMBUAYaJIbHBIX TEHOMAaX KJETOK. SICHO, 4TO TO-
moOHasi cxeMa He MOXET CyIIeCTBOBAaTh 0e3 Taid-
Mepa — MEXaHH3Ma OTCYeTa BPEMEH KJIIETOYHBIX
[HUKJIOB, YMPAaBISIONIEr0 MHUTO3aMH B TPaH3UTOP-
HBIX CTBOJIOBBIX KJIETKaX M amomnTo3aMu B AH}-
(depeHIpOBaHHBIX KJIeTKaX. M OKHO NMpeACTaBUTh,
YTO CHCTE€Ma TMepeKOJUPYEMBIX IOBTOPSIOIMINXCS
MOCJIENOBATEIBHOCTEH MHTPOHHOW 00JIACTH TE€HO-
Ma MOJKET BBINOJHATH (PYHKIIMU BHYTPEHHUX OHO-
JOTUYECKUX YaCOB, M3MEHSIOIHNX CKOPOCTh XO0Ja
B 3aBHCHMOCTH OT HoMepa kierku. [Ipu stom
JIOJKHO TIPOWCXOJUTHh HE TOJBKO TNEPEeKIIOYCHHE
00IIel 9acTOTH WHUITHATIMN TPAHCKPHUIIINN TSHOB
MIpH TIOCPEIHUYECTBE TEHOB-PETYISTOPOB, HO U
BKJIIOUEHHE CTaIUWHBIX rpynn reHoB. Crieqyer cka-
3aTh, YTO HaJIM4YHE MHTPOHHOTO MeEXaHHW3Ma OT-
cyeTa W YIpPaBJICHUS KIETOYHBIM BpPEMEHEM He
MPOTHBOPEYUT MHOKECTBY OOHApYKCHHBIX HEIaB-
HO BHYTPUKJETOYHBIX CHUCTEM PETyJiluud C yda-
CTHEM CUTHAJIBHBIX OCIKOB, HampuMep OCIKOB ce-
meiictBa Wnt [19], cexkperupyembix sFRPs [20],
B-xarenmna [21] u apyrux perymasitopoB mopdo-
rere3a. [Ipobiiema 3akiaroyaercs UL B MEXaHH3-
M€ IepelJaud CUrHaja ¢ MpOorpaMMbl OTCUETa Bpe-
MCHH Ha CHTHAJIBHYIO CUCTEMY TUudepeHITUPOBKH.
JomonHNTENPHOE BKIOYEHHE MEXaHW3Ma allbTep-
HATUBHOTO CIUIAiCHHTa TPAHCKPUIITATOB TaKke
npunaer THOKOCTh cucreme nuddepeHupoBaHus
KJIETKH.

O4eBUIHO, YTO MPEANOIONKEHHUS O TOPHU30H-
TaJbHOW NHCCUMMETPUM BCIEACTBUE Iepepacipe-
JeJeHUusT TMpoTrpaMM OTCYeTa BPEMEHH LHKIa U
YOpaBJICHUS MHUTO3aMH MEXAY IOYEPHUMH KIET-
KaMH SBIISIFOTCS BECbMa T'MIIOTETUYHBIMUA. PaHee
MIPEAToIarajoch, 9YTo TPAH3UTOPHBIEC KIETKH, CITO-
coOHBIE B manpHEHmeM Kk auddepeHnuanuu, o0-
pa3yroTca B pe3yiIbTaTe aCHMMETPUYIHOTO JICIICHUS
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CTBOJIOBHIX KJIETOK, HO B TeX cCiydasX, KOTJa II0
Kako#i-Tnb0 TpUYINHE BO3HUKAET NEPHUIIUT CTBO-
JIOBBIX KJIETOK, OHU MOTYT JACIUTHCSI CHMMETPHUTHO,
BOCIHOJIHSS YMCJIO0 CTBOJIOBBIX KJIETOK [22]. MHOTHE
ABTOPHI TAKXE HE HCKIIOYAIT aCHMMETPHUYHOTO
JeJeHusl, OJHAKO MPUYMHON HUX paccMaTpUBAIOT
BHCIIHUE YCJIOBUS, BKJIIOYas YCIOBUS MHKpPOCpE-
npl [23-26]. Takue mpeacTaBiICHUS HE SBISIOTCS
yOenuTeNbHBIMU U TPEOYIOT IMOMCKa Ooliee aJeK-
BATHBIX BHYTPEHHHX MEXaHU3MOB aCHMMETPHUH.

B 3akmrouenue cienyer OCTAaHOBHUTHCS Ha Kile-
TOYHO-OMIOCPEJOBAHHOM MeTabonn3Me, KOTOPHIN
npeacraBisier Haubojee BaKHBIH (DYHKIIHMOHANb-
HBbI acnekT rucrorene3a. Hanuune 30HalIbHOM Op-
TaHU3aIUH MMEYEHOYHON TOJBKHU OBIIO0 MPEAIOKEHO
panee B paborte [27]. Ilpu 3TOoM pasnuyanu ABe
30HBI: 1) MepUNOpPTaNbHYIO 30HY C NPEUMYIECT-
BEHHBIM PaCIOJIOKEHUEM HepMEHTOB B-OKHCICHNUS,
kaTtaboiM3Ma aMHHOKHCIOT, MOYEBHHOTEHE3a,
TJTIOKOHEOTeHe3a, CHHTEe3a TJIIOKO3bl U TIMKOTeHa,
CHHTE3a XoJIecTeprHa, (OPMUPOBAHUS IKEIUH;
2) mepULEHTPalbHYIO 30HY ¢ peobiaganueM ¢ep-
MEHTOB TJIMKOJIN3a, JUIIOTEHEe3a, KETOreHe3a, CHH-
Te3a TIITaMUHA, U 0COOEHHO, MeTabonau3Ma Kce-
HOOMOTHKOB [28]. DopManbHO MOXHO KOHCTATH-
pOBaTh HAJIMUNE CHIDKAIOLUIUXCS BHYTPUIOJEBBIX
TPaJMeHTOB MO MEPHUIOPTAIBHO-TIEPUIIEHTPAITHHON
ocH o 6a3zaslbHOMY MeTa00JIM3MYy TIIIOKO3BI, KUP-
HBIX KHCJIOT M aMHHOKHCIOT M MOBBIMIAIONIEMYCS
rpagueHTy TKaHecrenqu(pUuecKod aKTHBHOCTH Me-
TaboNn3Ma KCEHOOMOTHKOB, KOHBIOTAI[UU IKEId-
HBIX KHCIOT M 00pa30BaHUIO IIroTaMuHa. M 0XXHO
NPEANOJOXUTh, YTO 30HAJbHAs OpPTraHU3aLHs Me-
tabonn3Ma B INEYEHHW CBsi3aHA C Hepapxued Kie-
TOYHBIX KJIACCOB 110 BPEMEHAM KJIETOYHBIX LIUKJIOB,
U, CIIEJOBATEIbHO, 10 HHTEHCUBHOCTH U XapaKTepy
Merabonu3ma. B aTom cimydae mccremoBaHHS 10
OMOJIOTHYECKOMY MOJETHPOBAHUIO THCTOTEHE3a U
TUCTOTUNUYECKUX KYIbTYp JOJDKHBI YYUTHIBATH
BPEMEHHYIO OpPTaHU3aLMIO0 PSAJOB CTBOJIOBBIX U
muddhepeHIIMPOBAHHBIX KIIeTOK. JlanpHelmuii mpo-
rpecc McciaefoBaHUM, BO3MOXKHO, B 3HAYUTENbHON
cTerneHn OyleT CBsI3aH ¢ MCIOJIb30BaHUEM MOJAEIEH
HAa OJMHOYHBIX KJETKaX MHOTOKJETOYHBIX Opra-
HU3MOB.

Bripaxato Onaronapuoctu H.II. CyronseBoii
u B.M. )XMuHueHko, OBIBIIMM COTpPyIHUKaM Jia-
6opatopun H.H. [laTHMuKOrO, 32 KOHCYJIBTHPO-
BaHWE M TOAJAEPKKY B IMOATOTOBKE NAHHOW pa-
0O0THI.
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Modeling Temporal Organization of Histogenesis

G.Yu. Maltsev
Federal Research Center of Nutrition and Biotechnology, Kashirskoe shosse 21, M oscow, 115446 Russia

A discrete model of the histogenesis of the hepatic plate, based on asymmetric cell divisions, is
represented. The model was designed relying on assumption that cell-cycle time as an internal
parameter of a single cycle of the biological time-space is finite. Another hypothesis was that the
cell cycle time of the mother cell can be divided equally between the daughter cells, thus making
it possible to consider macrocycle of stem cells in histogenesis as a system of nested cell cycles
which progressively decrease with a time course. In addition, it was expected that in every round
of cell division in the homogeneous histogenesis there exists an asymmetric distribution of timing
for mitosis or differentiation, which is related to the introne region of the genome. The obtained
numerical model is consistent with the characteristics of the architectonics of the liver, the limit
of the number of cell divisions, the frequency distribution of mitosis and aging as a process of
extinction of cells with short cycles.

Keywords: cell biology, histogenesis of the liver, time of the cell cycle
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