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B pabote BbIenAeTCS TPU XapaKTEPHBIX MacITaba OMUCAHHS OHOCUCTEMBI: MUKPOCKOITUYCCKHUH
(pa3mep reHa), ME30CKONTMIECCKUH (pa3Mep KICTKH) M MaKpOCKOMHYECKHi (pa3mep opranuzma). s
KQXKJIOTO CITy4ast 00CYk/IaeTcs OIX0] K MOJACTUPOBAHHIO IIUPKAIUAHHBIX PUTMOB Ha MPUMEpE Mpe/l-
JIOXKEHHOW paHee MOJETM C 3ama3apiBaHHeM. Ha ypoBHE TeHa HCIONb30BaIOCh CTOXACTHYECKOE
onucanue. [lokazaHa yCTONYMBOCTh MEXaHW3Ma PUTMOB IO OTHONICHHUIO K (aykryamusm. Ha me3o-
CKOIMYECKOM YPOBHE MPEIJIOKEHO IETSPMUHUCTCKOE OMMUCAHUE B paMKax MPOCTPaHCTBEHHO-pacIpe-
nenenHoi Moxaenu. OO0Hapy)eH 3PQPEKT TPYIIOBONA CHUHXPOHU3AIMU KOJeOaHul B KiieTkaxX. Makpo-
ckonuueckre 3(p(eKThl UCCIeNOBAHBI B paMKaX JAMCKPETHOW MOJICTH, OMUCHIBAIOIICH KOJUICKTUBHOE
noBezieHue OoJbIIoro yrcia kietok. OOCykIaeTcss BOIPOC O CIIUBAHUU PE3YJILTATOB, MOTYYCHHBIX
Ha Pa3HBIX YPOBHSX omnucaHus. [I[poBoAUTCS cpaBHEHHE C IKCIIEPUMEHTAILHBIMU JIAHHBIMU.
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Abstract. — In the paper three characteristic scales of a biological system are proposed: microscopic
(gene's size), mesoscopic (cell’s size) and macroscopic level (organism’s size). For each case the approach to
modeling of circadian rhythms is discussed on the base of a time-delay model. At gene’s scale the stochastic
description has been used. The robustness of rhythms mechanism to the fluctuations has been demonstrated. At
the mesoscopic scale we propose the deterministic description within the spatially extended model. It was found
the effect of collective synchronization of rhythms in cells. Macroscopic effects have been studied within the
discrete model describing the collective behaviour of large amount of cells. The problem of cross-linking of re-
sults obtained at different scales is discussed. The comparison with experimental data is given.
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BBenenue

Bronoruueckne puTMBI — MEPHOANYECKU TOBTOPSIIOIINECS W3MEHEHUS! HHTEHCHUBHOCTH OMOJIO-
THYECKHX MPOLECCOB U SIBJICHHH, KOTOPBIE CBOMCTBEHHBI KMBOH MaTEpUH Ha BCEX YPOBHAX €€ opra-
HU3AIUH — OT MOJICKYJISIPHBIX U CYyOKJIETOUYHBIX, 10 Ouocdeps! B 1iesioM [Amodd, 1984]. BosnukHo-
BEHHE PUTMOB B JKMUBBIX OpPTaHM3Max CBS3aHO C MPOLECCAMU HX aJaNTalul K OKpYXarolle cpene
B TIPOLIECCE HBOJIOLHMOHHOTO pa3BUTUS. CTaOMIBHOCTD NEPUOAMYHOCTH M3MEHEHHUS! OCBELICHHOCTH,
TEMIIEpaTyphl, BIa)KHOCTH, TEOMarHUTHOTO TOJIA M APYTHX IapaMeTpoB OKpY’Karolied cpenpl, o0y-
CIIOBIICHHBIX JBMXeHueM 3emin U JIyHel Bokpyr CoiHIa, TO3BOJIMIIA KHUBBIM CHCTEMaM B IIpoliecce
3BOJIIOLMH BEIPaOOTaTh YCTOHYMBBIE K BHELIHUM BO3ACHCTBHUAM BpeMeHHBIE porpaMmel. Kak ceituac
YK€ CTalo MOHATHO, TAKWE PUTMbI 3aKpPEIUICHbI B FeHETHUeCKOl cTpykType. IloaTomMy B oTCyTCTBUH
BHEIITHETO BO3JCUCTBHSI MEPHOMBI TAKUX PUTMOB OTIUYAIOTCS OT IEPHOJOB COOTBETCTBYIOIIUX PHT-
MOB OKpy>Karoeil cpensl [Pittendrigh, 1993]. Xors knaccudukanusi OHOPUTMOB AOCTaTOYHO pa3HO-
oOpasHa [Amodd, 1984; Mouceesa, Cricyes, 1981], B naHHOI1 paboTe HAC OYIyT HHTEPECOBATh PUT-
MBI, CHHXPOHHBIE C CYTOYHBIMHU KOJI€OaHUAMU BHELIHEH Cpelibl, Ha3bIBAEMbIE IIUPKAANaHHBIMH.

Bo Bpemena, korga reHETHYECKHH XapakTep 3aKperyIeHUs] MeXaHH3Ma LUpPKaJIuaHHBIX Koieba-
HUH e1e He ObUI sICeH, X MPUIMCHIBAIN ONPEICIICHHOMY YPOBHIO OpraHu3alui opranusma. Hampu-
Mep, B MoHOrpaduu [Cremanosa, 1986] mpemnokeHa kiaccupuKamys pUTMOB, B KOTOPOH KJIeTKam
Y TKaHSM TIPUNHCHIBAIOTCS YIIBTPaAHaHHbIE PUTMBI (KOPOTKHE OKOJIOYacoBbIe Kojebanus). Llupkanu-
aHHbIE PUTMBI (OPMHUPYIOTCSA Ha YpPOBHE BCero opraHusma B menoM. CoriacHo 3ToW TUmoTe3e Mo-
CJIEIHUE CIy’KaT PUTMaMHU-BOAUTENSIMHU: OHU JIAOWUJIBHBI 10 OTHOLICHUIO K JCHCTBUIO BHEUIHUX (hak-
TOPOB, MOTYT CHHXPOHH3HPOBATECS C HUMH, @ TaK)Ke BO3JCHCTBOBATh HA MOJYNHEHHBIC UM PUTMBI-
BegoMble. OTHAKO OOHapy)KeHHE TeHETHYEeCKOT0 MEXaHW3Ma BOCTIPOM3BOJICTBA IIUPKAJAUAHHBIX KOJe-
OaHuil pUBeNO K NOHMMAaHUIO, YTO 3Ta KapTHHA HeBepHa. MeXaHU3M OKOJIOCYTOUHBIX PUTMOB (YHK-
LUOHUPYET Ja)ke B MaciuTadax OJHOIO WM HECKOJIBKHUX T€HOB, IIPOSBISAACH B KOJIEOAHUAX YPOBHS
MPHK B nporneccax tpanckpunimu. OH ke NposBIsSeT ce0s B Mpoleccax U3MEHEHHsI KOHIICHTpaIuii
Oenka B KJIETKE MOCie Ipolecca TpaHCasiuuu. HakoHen, mupkagvaHHblEe KoJeOaHHS HEM30€KHO
JOJDKHBI BO3HUKATh Ha MEXKJIETOYHOM YPOBHE IIOCJIE€ TOTO, KaK TPAHCIOPTHBIE O€JIKK NMPOCAuYUBAIOT-
sl 4epe3 KIETOYHbIe MEMOpaHbl U BCTYIAIOT B MEXKKIIETOYHOE B3auMmozelcTeue. Ha ypoBHe opranoB
CUTHAJIBI OT OTHENBHBIX KJIETOK NOJDKHBI CHHXPOHU3UPOBATHCS, CO3/aBasl €AMHBIA PUTM AJISL BCETO
OpraHu3Ma.

OtMeTrM, 4TO TIpobIIeMa MPOCTPAHCTBEHHOW CHHXPOHHU3AINU MHOKECTBA B3aUMOACHCTBYIOIINX
OCHIWJUIATOPOB BechMa momyJisipHa y ¢usukoB [Pikovsky, Rosenblum, Kurths, 2001], Ho B paborax
OMOJIOrOB BCTpeyaeTcsl HeyacTo. AOCOMIOTHOE OONBLUIMHCTBO JIUTEPATYPHI MO LUPKaIUaHHBIM KOJe-
0aHusIM KOHIIEHTPUPYETCS Ha BONIPOCAX YCTPOWCTBA MEXaHM3Ma BPEMEHHBIX KOJICOaHHH.

JanHast paboTa NOCBsIIEHa 00CYXKICHHIO TIOAX00B K MOJICIIMPOBAHUIO IIUPKATUAHHBIX PHTMOB
Ha Pa3HBIX IPOCTPAHCTBEHHBIX MaclITadax >KMBOTO OPraHU3Ma, a TaKXKe M3Y4eHUIo (OpM CHHXPOHU-
3a1uM KonebaHuil, GOpMHUPYIOLIMXCS Ha pa3HbIX YPOBHAX ()YHKIMOHUPOBAHUS CUCTEMBI.

YpoBHU onMcaHUA OMOJOTHYECKOM CHCTEMBI

Breigenum Tpu OCHOBHBIX YPOBHS OMHMCAaHHS OMOJOTHYECKOM CHCTEMBI, OCHOBBIBAsICh Ha Xapak-
TEpHBIX MacIITabax CTPYKTYPHBIX €AMHHUI] 3TOT0 opranusMa (puc. 1).

Kak n3BecTHO, KJIETOYHOE AP0, B KOTOPOM XPAaHHUTCS TeHeTH4ecKas MH(opMalus, y 3yKapHoT
umeet pasmep ot 1 1o 10 MkM, eciiu He OpaTh B pacdeT KpyNHBIE Spa MOJIOBBIX KJIETOK, JOCTUTAI0-
IIMX TUTaHTCKUX pa3zMepoB (1o 500 mMxMm). B sape mpoucxomuT mpouecc TPaHCKPHUIIMY, BKIIIOYAIO-
mui B cesl cUMTHIBaHKE WH(POPMALMU C KOHKPETHBIX TeHOB ¢ omoulpto PHK-nmonrMepassl 1 cunTes
MPHK. 3arem monexynsr MPHK mokumaroT siapo 1 mocTymamT B puO0OCOMY, T1Ie CHHTE3UPYIOTCS Oel-
ku. Pubocoma mMmeeT pa3mep Ha JIBa MOpsSAKa yCTymamui sapy — okoio 0.03 mMxm. benku moryt
BO3BpAaIllaThCs B SIIPO M OKa3bIBaTh HETMOCPEICTBEHHOE BJIMAHUE Ha MPOLECCH TPAHCKPHIILINHY, B3au-
MOJEHUCTBYS € MpoMoyTepaMu TeHoB. CIenoBaTesIbHO, XapaKTEPHbIM MaciuTad MpOCTPaHCTBEHHBIX
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NPOLIECCOB OMpeAeiseTcs 314ech pasMepamu sipa. C Apyroil CTOpOHbI, KOJMYECTBO MOJEKYJ, BCTY-
HAOIIUX B PEAKLUM BO BPEMS I'€HHBIX IIPOLECCOB TPAHCKPUIILMH/TPAHCIALMY, BECbMa HEBEJIUKO —
ckopocth padorel PHK-monuMepassl, Hanpumep, Bcero okoyio 50 HyKJICOTHIOB B CEKyHAy. Takum
o0pasom, naxe HeOOIbIINE (IIYKTyallud KOHIEHTpauid pubonykienHoBoil kucnotsl (PHK) u 6enxa
MOT'YT UMETh 3HAUUTEIbHOE BIUSHHUE Ha OOLIYI0 TUHAMHUKY CUCTEMBL. B 3TOM COCTOMT mpHHIMIHAIb-
HOE OTJIMYME ITUX CUCTEM OT, CKaXXeM, THAPOJUHAMUYECKUX CHUCTEM C IIIyMOM, B 9BOJIOIIMU KOTOPBIX
NPUHUMAET Y4acTHE HACTOJNBKO OTPOMHOE KOJIMYECTBO MOJIEKYJI, YTO (PIYKTyallud MOTYT MPOSBUTH
cebs Tonpko BONMM3u Touku oudypkamuu [Hasty, Collins, 2002; bpamys, 2011]. Takum o6pa3om, omu-
CaHME CHCTEMBbI B MacIiTabax OZHOTO WM HECKOJIBKUX T€HOB JOJDKHO OBITh NPUHIMIIHAIBHO CTOXAC-
THdeckuM. [Ipu 3TOM MpPOCTPaHCTBEHHO-pACHPEACICHHON TMHAMHUKONW MOJEKYJSIPHOTO o0Jiaka, ode-
BUJIHO, 3[IeCb MOYKHO MpeHeOpeyb, Tak Kak pedb HIET O BeChbMa HEOOJBIIOM KOJIWYECTBE JIEMEHTOB
(mecSATKH WM COTHH MOJIEKYJ), M TMPUOIKEHUE CIUIONTHOW Cpeabl 37eCh HE MMEET CMBICTIA. DTOT
YpOBEHb ONUCAHUA HAa30BEM Mukpockonuyeckum (puc. 1).
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Puc. 1. XapakrepHblie MPOCTPAHCTBEHHBIC MACIITA0BI OMOJIOTHYSCKON CHCTEMBI

Ha cnenyromem ypoBHE onucaHusi OMOJIOTUYECKOW CHCTEMBI, KOTOPBI MBI ONPEaeTuM KakK Me-
30cKonuYecKuti, BbIIEISCTCS KIETKa WIM HECKOJIBKO KJIETOK, OOMEHHMBAIOLIMXCS CUTHAIAMH. THIHY-
HBIN pa3mep KIeTKH dykapuorta mopsaka 10-100 MM (puc. 1). D10 pasMep 3amaer MpOCTPaHCTBEH-
HBIA MacimTab omucaHusi cucTembl. CKOJIBKO MOJEKYJ MPOTEMHA TOTO WM WHOTO THIA HWMEETCS
B kietke? MccaenoBanus, Jaroliye TOYHBIA OTBET Ha 3TOT BONPOC, HEMHOTOYHCICHHBL. B dyHnamen-
TaTBLHOW M €MMHCTBEHHOH B cBoeM poje padore [Ghaemmaghami et al., 2003] moBosbHO TOAPOOHO
OBUTM HMCCIICIOBAHBI IPOXKH. B cpeqHeM sl pa3HbIX THUIOB OEJIKOB OBUIH MOJYYEHBI YeThIpeX3HaU-
HBbIE WU MATU3HAuHBble uncna. Hampumep, reH frq (BHyTpeHHss knaccudukanus YDR373W), orse-
YarOLIMH 3a MOoAAepKaHHEe MEXaHW3Ma [UPKaIUaHHBIX PUTMOB B APOXOKAX U HEKOTOPHIX APYTHX TPH-
0ax, oOHapyxeH B kojmdecTBe 7160 mMTYK, MPUXOIAIIMXCS Ha OJHY KIETKY. DTO 03HAYACT, UTO MOXK-
HO TpeHeOpedybh CTOXaCTHYECKHMMH CBOHCTBAMH CHUCTEMBI, TaK SIPKO NPOSBISIOIIMMH ceOs Ha
MHUKPOCKOITMYECKOM YPOBHE ONMCAHMSI, OCKOJIBKY poib (IyKTyanuid 3aech He Benuka. C apyroi
CTOPOHBI, VIUTHIBAS, YTO pa3Mep OTHOW MOJIeKyIbl Oenka cocTaBisieT mopsaka 0.001-0.01 MM, MOXK-
HO BBECTH MPOCTPAHCTBEHHO-PACIPECIEHHYIO MOJEh OMUCAaHMs TWHAMHUKHU MPOTEHHOBOrO O0JaKa.
U3zBecTHO, uTO K03 duHeHT nuddy3un pa3HBIX OEIKOBBIX MOJIEKYJ B )OPME MOHOMEPOB TIPH HEBHI-
COKOif MX KOHIIGHTPALIMH B BOJHOM PacTBOpe oreHodHo paseH 10 cm’/c [Sxy6ke, Emxaiir, 1985].
OT0 3HaUEHUE HECKOJIBKO HIKE CTaHJAPTHOTO 3HaUYEHUS s AU Qy3UH BELIECTB B BOJE, TaK KaK MO-
HOMEpHI OeJKa MpEeACTaBISIOT cO0OW KpPYMHBIE TSHKETbIe MOJIEKYJIBI, COCTOSIINE U3 COTEH M ThICAY
AMHHOKHCIIOTHBIX ocTaTkoB. OnHako auddysus Oenka B IUTOIIIA3ME KHBOM KJIETKH OTrpaHHUYEHa
CTPOEHHEM BHYTPUKIIETOUHOIO IpocTpaHcTBa. Kak ceifuac yke cTago HOHSITHO, IIUTOCKEJET KIETKH,
COCTOSIIINI U3 aKTUHOBBIX (PMIIOMEHTOB, MPEACTABISET COO0M CIOXKHYIO BA3KO-yNPYTYIO Cperdy, AO-
My CKAOIIyIO TPH OTpeAeNIeHHBIX ycaoBusax oxmkenne [Koenderink, 2009; Morozov, Pismen, 2011].
3nadenne kodddurmenta muddy3un OSIKOBBHIX KIETOK B TAKOM BHYTPHUKIETOUYHOM KapKace B JIaH-
HBIi MOMEHT HEM3BECTHO, HO OHO TOYHO MEHBIIIE BBIIICIIPUBEICHHOTO 3HAUCHHS AJIsl BOJBL. Bepost-
HO, XOpOILIEH OIEHKOH CHU3Y HIJIsl TOW BENWYMHBI SBJSETCS 3HAUEHHE IUIS JaTepalbHOW TUQPy3un
6Genka B KIeTouHbIX MemOpanax — 1072 cm?/c [CeBepuna, 2003]. TakuM 06pasoM, Ha Me30cKonuye-
CKOM YpOBHE ONHCAHHA, MBI TMpEANOoiIaraeM, YTo MPOCTPAHCTBEHHO-paclpeieseHHas AeTePMHHHCT-
CKasi MOJIeNb POLEeCCOB peakuuu-auddy3un sBisieTcsi Haubosee ageKBaTHOW CTPOSHHIO CUCTEMBI.
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Haxkoner, maxpockonuueckuii ypoBeHb MPENONAracT OMHCAHUE aHCaMOJis OOJIBIIOTO YHCa
B3aMMOJICHCTBYIOMUX KJIETOK (puc. 1). ITO ypoBEeHh OpraHa WM JIaK€ BCETO OpPTraHM3Ma B IICIIOM.
B oTiinyme 0T ME30CKOMUYECKUX MACIITa0O0B, HA KOTOPBIX BHYTPUKJICTOYHOE MPOCTPAHCTRBO, BOOOIIE
TOBOPsI, OTKPBITO JUIsI TIEPEMEIICHUS MOJICKYJ OeKa, 3/1eCh CHCTEMa OISITh CTAHOBUTCS JIUCKPETHOM,
TaK KaK KIETKa SBISCTCS JJIEMCHTApHOW SIUHUICH CTPOCHUS OpraHusma, obiamarorield crmocoOHO-
CTBIO K CaMOCTOSITENILHOMY CYIIECTBOBaHHIO, BOCIIPOU3BEICHUIO H PAa3BUTHIO. M3-3a JeHCTBHS MexX-
KJICTOYHBIX MeMOpaH XapakTepHas BelnYnHa U Py3un XUMUYECKHX CUTHAJIOB, KOTOPHIMU OOMEHHU-
BAIOTCS KJICTKH, TOCTATOYHO Maja. DTO 3HAYUT, YTO OOMEH MEXIy KJICTKAMH MPOUCXOTUT CPABHU-
TEJILHO MEJJICHHO W U3yYeHHE TUHAMHUKHU CHCTEMbI Ha TOM YPOBHE JIOIyCKAET UCIIOJIL30BAHUE TaKOH
JTUCKPETHOM MOJENH, KOTOpas MpearnoiaraeT ypoBeHb KOHIIEHTPALMU Oellka B OTAEIbHBIX KIETKax He
3aBUCSIIUM OT MPOCTPAHCTBA. JlaHHBINM MOAXOM TMO3BOJSIET aOCTParupoOBaThCsl OT ME30CKOMUYECKOM
JMHAMUKY BHYTPH KIETOK M YYUTHIBATH TOJIBKO MEKKIICTOYHBIC PA3IUIHS.

Mogaeab nMpKagMaHHbIX KOJIeOaHUH

Ha Bcex Tpex ypoBHX omucaHus OyZeM HCIOIb30BaTh TUHAMUYECKYIO MOJEbh HUPKaIHMaHHBIX
KoJIeOaHMA, TIpeTOKEHHYIO aBTopaMu paHee [bpartyn, 3axapos, 2011]. HecMoTpst Ha TO, 4TO MOIETH
IpejIaraiack Uil OMUCaHUA CYTOYHBIX PUTMOB OpraHusMa Neurospora crassa, OHa UMEeT 10CTaTou-
HO obOmuii xapaktep. K mpumepy, B padore [Smolen, 2003] Mmoxens mogo0HOTO Kilacca Jerko 0000-
maeTcs Ha ciaydJail MupKaauaHHBIX KoJieOaHui y Mymku Drosophila. I’ TaBHBIM 2IIEMEHTOM MEXaHH3Ma
KoneOanuil sBisiercst et 3ama3mpiBaHMs peaknuii CHHTe3a OENKOB B Ipolleccax TPaHCKPUIIIUU
Y TPAHCISALUU TeHOB (puUC. 2). DTH Mpouecchl He MPOCTO MEJIEHHBIE, HO €IE U COCTOAT U3 MHOTO-
JTAIHBIX OMOXMMHUYECKHX PEaKHid, B X0JAe KOTOPHIX HOCIEAOBATEIbHO 00pa3yloTCs CI0XKHBIE Opra-
HUYECKHE coeNnHEeHUs. TakuM 00pa3oM, 3TH MPOIECcChl pacTSHYTHl BO BPEMEHH, a 3HAYUT UIYT C He-
KOTOPBIM XapakTEePHBIM BpeMeHeM 3ama3asiBanus. [lonpobHee BOmpockl, cBI3aHHbIE C (PYHKIIMOHUPO-
BaHHUEM MeXaHH3Ma 3ama3/pIBalonIuX KojebaHuii obcyxnatorcs B pabdorax [bpamysn, 3axapos, 2011;
Bbpartyn, 2011].

Ha puc. 2 mpencraBneHa cxema B3anMoIci- degradation
CTBHA IBYX O€JIKOB, (opMabHO 0003HAYEHHBIX t
Kak F u W, KogupyembIX AByMs TeHaMH f 1 w. , ; PE—
VY psiza opraHu3MOB OBLIH BBIJCICHBI TaKHE Ma- _fz => RN = GEN 8D
pbl NIPUHOMNHANBHBIX TEHOB, OTBEYAIOIINX 3a ‘
paboTy MexaHW3Ma HUpPKaJUaHHBIX KOJICOaHMA.
Hanpumep, B ciyyae HEHpOCIIOpHI 3TO TEHHBI fig ®|T F - W ot
u wee, y apo3odmitsl — per u dclock [Smolen, /
2003]. D10 He 3HAYUT, YTO MEXAHU3M KOJICOAHMIA t
TMOJICPXKUBACTCS PAbOTOH MCKIIOYUTEIBHO ITOH | WO <= G <« -—
Hapbl TeHOB, TaK KaK LUPKAJUaHHBIC PUTMBI 00- - : w
JTAJA0T IMMUPOKAM HAOOPOM CBOMCTB (aBTOHOM- ‘

HOCTH, CIIOCOOHOCTh KOMIICHCHUPOBAThH TEMIIepa-
TYPHBIE U3MEHEHUS CPEIbl, & TAK)KE H3MEHSTH
(baspl Konebanuii MO ICHCTBUEM BHEIIHETO OC-  Pyc. 2. Cxema B3aMMOJIEHCTBHI GENKOB B MOZENH
BEIICHUS WM TEMIIEPATyphl U T. 11.), 331aBa€MbIX  IMPKaAUAaHHBIX KoneOaHuid. 3mech: f, W — TEHBI;
necsTkamu reHoB. OJTHAKO YKa3aHHBIC Maphl B-  F, W — COOTBETCTBYIOIME UM OEIIKH.

JAIOTCS NPUHUUIHAAIBHBIMU U1 TOAIEPKAHUSA

putMoOB. Kak BUIHO M3 pUCYHKa 2 0000IICHHAs MOENb BKIIOYACT B ceOs KaK IMOJIOKHUTEIBHYIO, TaK
1 OTPHIIATENIBHYIO METIII0 0OpATHON CBS3H M SIBJIACTCS CUMMETPUYHOM IO OTHOIICHHUIO K 00EUM Tiepe-
MeHHBIM. KpoMe TOoro, OHa yYHTHIBAaET MPOIECCH TUMEPU3alliU U ferpananuu oenkoB. [lomHbiii cru-
COK peakInii, MPOUCXOMAIINX IIPH TPAHCKPHUIIIINN TeHOB, MpuBeneH B Tabnuie 1. Konmentparun Oen-
KOB-MOHOMEpPOB B Tabnuie obo3HaueHsl F u W, numepoB — F, u W, . Jlunamuka onepaTop-caita

degradation

IPOMOTOpa ONMChIBaeTcsl OuHapHOW ¢yHKuued Be{B,,B}, xoropas NpUHUMAaeT 3HaueHUe B,
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B ClIy4yae €ro OTKpBITHS U B, B ciydae 3akpbiTHsl. Hanbomnee BaxHbIMU U1 TOAEPKaHUS KOeOaHui

SIBJIIFOTCSL. PEaKIMU CHHTEe3a OENKOB, MPOTEKAIIINE C XapaKTEPHBIM BPEMEHEM 3ara3/ibIBaHus 7 .
NMeHHO 3TOT MeXaHHM3M OmpeieNseT TUHAMHUKY CHCTEMBI W €€ YCTOMYMBOCTh K BHEITHUM
Y BHYTPEHHUM BO3MYIIECHHSM.

Tabnuna 1. Ciucok peakiiuii TpaHCKPUIIIIMK TeHOB. 37€ecCh, &, k;, k.;, ki, k., Yr, yw — CKOPOCTH COOTBETCTBYIO-
LIUX PeaKuui

1 | IIpoueccel quMepu3anun: F+F—* ,F, waw— sw,
b
2 | IIponeccel pequMepu3anuu: Fy—* sF4F w, X waw
b
Junamuka oneparop-caiToB: BI +W,— 5 B" BY +F,— 5 B"
b
3 Bf —2 5 BF 4w, , B — BV +F,
4 | IIpormeccel cuHTE3a OEITKOB: Bl ()—t=— Bl + Fi*r , B (1)L B) + W
[pomneccyl aerpamanyu 6EIKOB: F_7r sy W_w o
b
[Iponecc obpa3zoBaHus rerepoauMepa: F+W 5o

Ha ocHoBaHMM LIETIOYKH CBSI3aHHBIX OMOXMMHYECKUX pPEaKkUMi, NpeAcCTaBIECHHBIX B Tabmuie 1,
MOXeET OBITh IOJIyuyeHa ITUHAMUYECKass MOJEIb LMPKaJAUaHHbIX PUTMOB B JIETEPMUHUCTCKOM OIIMCa-
Huu [bpanys, 3axapos, 2011]:

1
1+ K KiwW?*(t—1)

(1+4KfF)cj;;=kF —ypF —kFW, (1)

1
1+K'K)F*(t-1)

(1+4K1WW)a;Z/=kW 1 — vy W —kFW , )

me K" =k /k", K" =k” /k” . B uncnennsix pacuerax ObLIM HCTIONB30BaHbI 3HAYEHHS TTAPAMET-
POB, PHBE/IECHHBIE B TAONHUIIE 2, KOTOPBIE MO3BOJISIOT MOMyYHTh KoJebanus ¢ neprojom 22.65 uaca.

Tabauna 2. [Tapametpsl MoaeH

T k kr ke K Kr K/ KY VF Yw

6h | 30nM'W" | SuM/m | AuM/m | SaMt | SaMt | SaMt | SaMt | 03K | 044!

OtMmeTnM, 9TO0 MaTeMaTHieckas Mojenb (1)—(2) He paBHO3HaYHA COBOKYITHOCTH PEaKIUU, TIpeI-
CTaBJICHHBIX B Ta0muUIE 1, Tak Kak OHA ObLjIa BhIBEICHA U3 MPEIIIOIOKEHUS, YTO YaCTh PEaAKIIUN SBIIs-
I0TCSl OBICTPBIMH, @ YacTh MEIJICHHBIMH. TakuM 00pa3oM, Ha (poHE MeAIEHHO MEHSIOIIUXCS BEINIHH
(HanpumMep, 00IIEro KOJTUIECTBA MOJICKYJT O€lIKa) peareHThI, YIACTBYIOIINE B OBICTPBIX PEAKITUIX OBI-
CTPO IIOCTHTalOT COCTOSHHSA JIOKaJbHOTO CTAaTHCTUYECKOTO paBHOBeCHA. TakuM o0paszom,
B 3aBHCUMOCTHU OT YPOBHSI OITUCAHUS CHCTEMbI H COBOKYITHOCTH CJICIAHHBIX JOMYIIEHUH HEOOX0IUMO
TIOJIB30BATRCS JINOO MCXOMHON CHCTEMOW KMHETHYCCKUX YPaBHCHHH XUMUYECKUX peakmuii (Tadi. 1),
100 YNPOIIEHHOH IETEPMUHUCTCKOM MoJienbio (1)—(2).

Mukpockonuyeckuii ypoBeHb
Kak orMeuanoch Bbillie, HA MUKPOCKOITUYeCKOM ypoBHE (1—10 MkM, puc. 1) MBI MOXeM IpeHeO-

peub MPOCTPAaHCTBEHHO-pacnpeieieHHbIME 3P (deKTaMi U pacCMaTpUBaTh MPOLECCHl TPAHCKPHITLIUH-
TPaHCISIUM 3aBUCSIMUMH JHIIb OT BpeMeHH. OCOOEHHOCTHIO ONUCAHUS AWHAMHUYECKHUX SBICHUM
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260 A. II. 3axapos, 1. A. bpaiyn

B MaciuTabax TeHa SBISETCS HeOONbIIOe KOJMYECTBO B3aUMOJIEHCTBYIONINX MOJIEKYN OeKa, TOATOMY
MHOTOKPATHO BO3pacTaeT BIMsHUE (DIyKTyarnii Ha moBeaeHne cucreMbl. CliejoBaTeIbHO, MaTEMAaTH-
Yyeckasi MOJIeTTb Ha 3TOM YPOBHE OIMCAHHSI MOYKET OBITh TOJIBKO CTOXAaCTHYECKOM.

B croxacTHyeckuX UCCIEAOBaHUSX TEHHBIX MPOIECCOB MPHUHITO BBIACIATH JIBA BUAA IIyMa:
BHENIHUN TIyM (extrinsic noise), KOTOPBII TeHEpUPYETCs 3a MpeAeliaMHi KJIETKH U CBSA3aH C MEXKIIe-
TOYHBIMHU DPA3NHYMSIMH, U BHYTPEHHUU MIyM (intrinsic noise), CBSI3aHHBIA CO CIIYIaWHOW TPHPOION
MPOTEKAIONIMX XUMHUYECKHUX Peakiuil, (IyKTyalusMu TemrepaTypbl u T. . OnucaHusl JTUHAMHKH
CHUCTEMBI B MacIITa0ax reHa mpe/nosaraeT BIUsSHUE JTUIIb BHyTPEHHETO ITyMa.

Y 100HBIM HHCTPYMEHTOM HCCIIEIOBAHUS CTOXACTHUECKUX T€HETHIECKUX MOJIEIEH SIBIIETCS Me-
ton ['minecniu [Gillespie, 1977], koTophlii HpeACTaBIseT CO0OW Pa3HOBHUAHOCTH METOA0B MOHTe-
Kapno. Oco0eHHO MHTEHCHUBHO 3TOT METOJ MCIOJB3YETCS B BHIYMCIUTEILHOW CUCTEMHOIN OMOJIOTHU
MIPU U3yYEeHUHN BHYTPUKIETOYHON TUHAMHKH, B KOTOPOH y9acTBYeT CPaBHUTEIHFHO HEOONbBIIOE KOIH-
4yecTBO MoJieKyJ. Kak M3BecTHO, YHCICHHOE PelIeHHe, OJlydeHHOe METOIoM | niutecnu, cTaTucTiye-
CKU BOCHPOHM3BOJUT TOYHOE PEIICHHE OCHOBHOTO KWHETHYECKOTO YpaBHEHHUs (MacTep-ypaBHEHHS).
BaxHoiT 0COOEHHOCTBIO METO/A SIBIISIETCS MCIIOJIb30BaHUE HETOCPEICTBEHHO KHHETHYECKUX ypaBHe-
HUN XUMUYecKnXx peaknuii. OTMETHM, 94TO KiIaccu4eckas Bepcusi anroputMma | 'mmnectm Obiia cdop-
MYJIMpOBaHa TOJIBKO I MapKOBCKUX cucTeM. [ToaTomy B pabore [Bratsun, Volfson, Hasty, Tsimring,
2005] Oputa mpemoxkeHa MOAM(HUKAINS alTOPUTMa Ha CIIy4ald 3arma3/IbIBalolInX XUMAYECKHX peak-
ruii. Tam e Ha MpUMepax MOKa3aHO, YTO HOBBIM alTrOPUTM KOPPEKTHO BOCTIPOMU3BOJHUT UX PEUICHHS
YHUCIIEHHO, a TaK)Ke NMPHUBEACHBI IPUMEPHI pacueTa AJs TeCTOBbIX 33aa4. B pabore [bpamyH, 3axapos,
2011] mpuBeneHbI pe3yabTaThl PACYCTOB CTOXACTUYCCKON MOIEIH IUPKATUAHHBIX KOJIeOaHUW C 3a-
na3pIBaHueEM IS Helipocropsl. [lpuBenem 31ech NpUHIMIHATBHBINA Pe3yIbTaT 3TUX PACUETOB.
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Puc. 3. (a) BpemeHHas 3aBUCUMOCTH MOJIHOTO YKCIa MOHOMEPOB Oenka F (crioniHas nuHus) u W (lutpuxosas
JIMHUS), TIOJyYeHHAs TIPY YUCIEHHOM HHTerpupoBanuu cucteMsl (1)—(2). (b) BpemenHnas sBosonus cooTBeTcT-
BYIOLIEW CTOXAaCTHYECKOW CUCTEMBI, TIOJyYeHHasl C TIOMOILBIO anroputMa ['miecty, MOIu(pUIUPOBAHHOTO /ISt
HEMapKOBCKHX TpoleccoB. Bo Bpeskax npuBeneHs! Qypbe-CleKTpbl CHTHAIOB. 3HaYEHUs ITapaMeTPOB CHCTEMBI
B 000MX CiydasiX OJJMHAKOBHI (Tab. 2)

Ha pucynke 3a mpejcraBiieHbl pa3BepTKU [0 BPEMEHU JUIS TIOJIHOTO YHCJIa MOHOMEpPOB 000€ro
CopTa, TOJyUYeHHBIE TIPH YUCICHHOM pacdeTe NeTEPMUHUCTCKOW auHaMudeckor cucteMsl (1)—(2) B oT1-
CYTCTBUH 0a3allbHBIX TPAaHCKPHIIIMOHHBIX (hakTopoB. Ha pucyHke 3b mpuBeseHb! pe3yinbTaThl CTOXac-
TUYECKUX PACUETOB JUI TeX K€ 3HAUYCHUI MapaMeTpoB, YTO W B JCTEPMUHHCTCKOM Clydae. XOpOIIO
BUJIHO, YTO, HECMOTPS Ha HEOOJBIIOE KOJMYESCTBO BOBJICUCHHBIX B JHHAMUKY MOJEKYI (B JIFOOOH MO-
MEHT BPEMEHH TOJTHOE YHCI0 MOHOMEPOB He mpeBbimaeT 50 MTyK) W 3HAUYNTENNbHbBIC (IyKTyarmm, 6a-
3UCHBIA MEXaHU3M KoJIeOaHU#l yBepeHHO paboTaeT. OH OCHOBBIBACTCS HAa CHUHXPOHHU3AIMU KOJICOAHUIt
KOHIIeHTparmi 6enkoB F u W B mpotuBoaze. Tak kak KOHIIEHTpaIH OENKOB CBSA3aHBI IPYT C IPYTOM
MOCPENICTBOM TIOJIOXKHUTEIFHOW 00paTHOM CBSI3H, TO MOCIEAHUI BBIBOJ] TIPEIICTABIISIECTCS BIIOJIHE €CTECT-
BEHHBIM. MOYKHO 3aMETUTh, YTO MOJIHOW CUMMETPUU MEKIY KoJeOaHUIMHU KOHIIEHTpAIUi He HaOro1a-
€TCs, TaK KaK HECMMMETPUYCH Ha0Op 3HAYCHUIl MmapaMeTpoB, NpUBEACHHbIN B Tabmuie 2. CtoxacTuy-
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HOCTh CHICTEMBI TIPOSIBIISIET ce0s1 BO UIyKTyarusx, Kotopeie gocturatot 20—40 % ot aMmrumaTy konebda-
HUA B JIETEPMHUHHCTCKOM ciiydae. Bo Bpe3kax K pHCyHKaM TpWBEAEHBI (yphe-CIEeKTPHl CHUTHAJIOB.
MoOXHO 3aMETUTh, YTO CTOXACTUYECKHUIM CUTHAJI UMEET YCTOMUYMBBIA MaKCUMyM, TPUMEPHO COOTBETCT-
BYIOINUI Tiepuoy koneOanuii 23 vaca. [logoOHOE MOBeIeHUE CHCTEMBI ellle pa3 MOAYSPKUBACT YCTOM-
YHBOCTHh 0a3MCHOTO MeXaHN3Ma TeHePUPOBAHUS IUPKATMAHHBIX KOJIeOaHMA, OCHOBAHHOTO Ha 3aria3/Ibl-
BaHUU B MpoOLECCaX TPAHCKPUIILIMK U TPAHCIIALINY.

Me3ockonu4yecKuii ypoBeHb

MoienupoBaHrue CHHXPOHU3AIUH OMOPUTMOB B MacIITabax OJHOMN MIIM HECKOJbKUX KieTok (10—
100 MkM, puc. 1) mpenmonaraer MOCTPOSHUE MPOCTPAHCTBEHHO-pacIpeeIeHHON Moaenu. st aToro
MOJEIh ITUPKaTHaHHbIX Koseoanuii (1)—(2) Obuta qomonHeHa mudy3HOHHBIM CITaraeMbIM:

oF 1 k OF O°F

— = F P W FF 3 _yFF_kFW +D 724‘72 . (3)
ot (1+4K]F) 1+ KK, W(t—-7) ox~ Oy

ow 1 k O’F O°F
—= T — F WZV 5 —ywW —kFW |+ D St | 4)
ot (1+4K;W) 1+K, K, F(t—1) ox~ Oy

rae D — xoadpduuuent auddysnn Moaekyn Oenka BHyTpH KieTku. YpaBHeHUs (3)—(4) chopmynu-
poBaHbl Ui niepeMeHHBIX F(t,x,y) U W(¢,x,y), KOTOpBIE Teneph SBISIOTCA (PYHKIUAMH BPEMEHU

" ABYX MPOCTPAaHCTBCHHBIX KOOpAWHAT X, ). B I[aHHOfI CTAaTbC MbI OIrPAHUYNBACMCA PACCMOTPECHUEM

NPOCTPAHCTBEHHO-BPEMEHHOM TUHAMHUKHI CUCTEMBI B IBYX HPOCTPAHCTBEHHBIX NU3MEPEHUSIX.

UmucnenHoe wmccienoBanne cucteMbl (3)—(4) OCymIeCTBISIOCH C TOMOIIBI0O METOMa KOHEUHBIX
pa3HoCTeN, KOTOPHIN SABJIsETCS OJAHUM W3 Hanbojee paclpOCTPaHEHHBIX YHMCICHHBIX METOJIOB pelle-
HUsI YpaBHEHHUI B YaCTHBIX MPOU3BOIHBIX. OJHAKO HCIIOJIB30BaHUE METOa CETOK, KaK Haubolee mpo-
CTOTO M HaJEKHOTO, JUI PELICHHUs 3a/ad C 3ara3gbIBaHUEM BIICUET 3a COOOW ONpeeeHHbIC BHIYHC-
JUTENbHBIE TPYTHOCTH. Ha Kax1oM 11are mo BpeMeHu TpedyeTcs nHPopMaIust 0 3HaYCHUIX (QyHKINH
B IPOIJIOM, MPUBOAUT K HEOOXOIMMOCTH XpaHEHHs OONbLIOro o0beMa JAaHHBIX BHYTPH AUAIa30Ha
BpeMeHHM 3amna3abiBaHus. CuTyanusi ycyryOmsieTcst TeM, U4TO AJIsl SBHOW CXEMbI OUY€Hb Ba)KHO KOHTPO-
JMPOBaTh IIar MO BPEMEHU — JAJIs1 yCTOWYMBOCTU pacyeTa OH JOJKEH ObITh MEHbILE ONpPEeIEHHOIO
3Ha4yeHus (kpurepuit Kypanra):

2
o< I . ()
2max|F,W|

Jis mpeooneHust 3TUX TPyAHOCTEH B pabore [3axapoBs, bpamys, 2013] O6buT peAoxKeH CHenn-
JIBHBIN aJITOPUTM ONTUMAJIBHOIO XpaHEHUs IOJIeH, IPU KOTOPOM 3allOMHUHAHHUE JTaHHBIX OCYIECTB-
JS€TCS. HE Ha KaXKJIOM Iare Mo BPEMEHH, a TOJIbKO Ha HEKOTOPBIX M3 HMX, HA3BIBAEMBIX ONOPHbLIMU.
[Ipu 3TOM camu 3HAYEHUSI [TOJIEH B 3TH MOMEHTHI BPEMEHH HAa30BEM ONOPHBIMU BPEMEHHBIMU CLOAMU.

3Ha4yeHus] IEPEeMEHHBIX JUI IPOMEKYTOUHBIX BPEMEHHBIX CJIOEB BOCCTAHABIMBAIOTCS IIyTEM HH-
TEPIONIALMN JTAaHHBIX OMOPHBIX BPEMEHHBIX CIIOEB, XpaHUMbIX B mamsaTH (puc. 4). [Ipenmonaraercs,
YTO B 3aBUCHMOCTHU OT MapaMeTPOB KOHKPETHON MOJAEH, TTaAKOCTH (YHKIUH M pa3MEpHOCTH HaKJa-
JBIBAEMOI CETKH, MOTYT OBITh MCIIONB30BaHbl PA3IMYHbIE BUABI MHTEPHOSUMH. [ mOBBIIEHUS 3¢-
(exTHBHOCTH pabOTHl alTOpUTMa TPEAyCMOTPEHA aJanTHBHAs CXeMa HCIIONb30BaHUS KOJIMYECTBA
OTIOPHBIX CJIOEB, TO €CTh MPEIOIArAETCs, YTO B MPOLIECCE PACUETa MIIOTHOCTh PACIIONOKEHNS OMIOPHBIX
CJIOEB B Ipezesax AUana3oHa 3ana3fblBaHNs MOKET MEHAThCS. YacToTa BBIAEICHHUS CIOEB ONpeeis-
eTcs IMafKocThio (PyHKIMU. Bo-nepBbIX, 3T0 1M03BOJSET (PUKCHUPOBATH TOUHOCTH BBIYMUCIECHUM, a BO-
BTOPBIX, CHU3UTh METOJNYECKHE OTPEUTHOCTH, CBA3aHHbBIE C TUHAMMYECKH MEHSIOLIUMCS [IaroM Mo
BpemeHHd. [lonpoOHee uncneHHbI MeTO M3I0kKeH B [3axapos, bpamyH, 2013]. B pabore nokasaHo,
YTO aJalTHBHAsl CXeMa Ul pacCMaTpUBaeMOM 3aiady IO3BOJIET IPUMEPHO Ha IMOPSIOK YCKOPUTh
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- - - -relative rate of change of fimction —— density of base slices — — time steps

i 0

Puc. 4. 3aBucUMOCTb KOJIMYECTBA OMOPHBIX ci10eB (0003HaYeHbI Kak BS) oT riaakocTu GpyHKIUH

hd

T

BpeMsi pacyeTa Mo CPaBHEHHUIO CO CXEMOM, T/Ie 3aTIOMHHAIOTCS aHHbIe Bcex nojei. [Ipu aTom pacuer
JUHAMHUKH PEeKUMa OEryImux BOJH, BECbMa UyBCTBUTEIBHBIX K IOTPELIHOCTH CXEMBbI, HE BBISBUI CY-
IIECTBEHHBIX OTKJIIOHEHUH OT PE3yJIbTaTOB TECTOBOM 3a/1auH.

[lpuBeneM HEKOTOpbIE pe3yNbTAaThl UYWCICHHBIX PAacYeTOB, KacCarolUecs MPOCTPAaHCTBEHHO-
BpPEMEHHOHN ITuHaMuKu OelKoBbIX mojel. Ilpu crmywaitHOM pachpeneneHnd HadalbHBIX BO3MYLICHUI
B OTAEJBHBIX LIEHTPAX 3apOXIAIOTCS CIUPAIbHBIC BOJHBI. JTH BOJHBI NPOJBUTalOTCAd BO BCEX Ha-

MpaBJICHUSIX MPOCTPAHCTBA, TIOKA HE 3aXBaTHIBAIOT
2 BCIO 00JIaCTb UHTETPUPOBAHUSL.
BHyTpu oOmactu HEYCTOMYMBOCTH BO3HHKA-
10T MHOTOYHMCIICHHBIE LIGHTPBI BO30YXICHUS BTO-
45  PUYHBIX CIHMPAIbHBIX BOJH, HEJIMHEHHOE B3aMMO-
JEWCTBHE KOTOPBIX NPUBOAUT K XAOTHYECKOMY
MIOBE/ICHUIO Cpeibl 3a IpeOHEM NEPBUYHON BOJIHBI
(puc. 5). Pacuer B3auMHO-KOpPENSIIMOHHON (QYHK-
UM MEXIY MapamMH TOYEK Cpeabl, MpUHaIeKa-
mUX 00JacTsM 10 M TOCIe MPOXOKACHHUS BOJIHBI,
MIOKa3bIBACT, YTO KOPPEIALMH MEXIy TOUYKaMU
B BOJTHOBOM 30HE MPAKTUYECKU OTCYTCTBYIOT [bpa-
yH, 3axapos, 2011]. Takum oOpazom, oOHapy-
’KEHHbIE BOJHBI MOXXHO TPAaKTOBAaTh KaK BOJIHBI
0 PacCHHXpOHM3AINH, KOTOpble CcOpachIBaIOT BCE
JIOKaJIbHBIE YCTaHOBKM (ha3 yacoB B cpene. Tem He
MEHee, IOBEJICHUE CUCTEMbl Helb3sl Ha3BaThb I1ac-
CHBHBIM — OHA, CKOpEe, HaXOIUTCS B <OKIYIIEM»
PEeKMMe MO OTHOLICHHIO K BHEIIHEW cpene. XOTs
MoJjie KOHIleHTpanuu Oenka F (¢ 6emkom W mpo-
UCXOIUT TO K€ CaMO€) XaOTHYECKH OCLMJLIHPYET
KakK BO BPEMEHH, TaK M IO IIPOCTPAHCTBY, HO MIPHY OIPEACICHHON KOMaH/Ie U3BHE CHCTEMa roToBa OBICT-
PO CUHXPOHU3UPOBATh CBOM KOJIEOaHUS B COOTBETCTBUU C BHEIIIHUM CUIHAJIOM.

OTMeTHM, YTO MHOTHE OMOJOTHYECKUE MPOIeCChl, HAauMHas ¢ TEHHOM IKCIPECCHH, KIETOYHOM
nposnugepanuy 1 BIUIOTh A0 BBICOKOYPOBHEBBIX IPOLIECCOB, TAKUX KaK 3pEHHE, MaMATh U 00ydeHHeE,
MIPEAIoIaraloT Handue oOMeHa mHpopMaIuel ¢ OKpyKaromei cpeoid. DTH MPOIecChl OCYIIeCTB-
JSIFOTCS, B TOM YHCJIE, TIOCPEICTBOM IMepejaull CUTHANIA Yepe3 KIETOYHYI0 MeMOpaHy WM MPOTEUHO-
BbIC PELIENTOPHI (KaHAJIBI), KOTOPBIE COSAMHSIOT KIETKY C OKPY KAIOLIUM ITPOCTPaHCTBOM. MeMOpaHbI

Puc. 5. XapakrepHblii BUJ BOJIHOBBIX CTPYKTYp,
oOpasyembix OenxkoM F  BO BHYTPHKIETOYHOM
IIPOCTPAHCTBE U3 CIy4ailHbIX HaYaJIbHBIX YCIOBUHI
B YCJIOBHAX NMOJNHOU TeMHOTHL. D = 0.01
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HE TOJIPKO BBIJIENSIOT PA3INIHBIE PEAKIMOHHBIE 00BEMBI JKUBBIX KIETOK, OTACISIOT )KUBOE OT HEXH-
Boro (cpenpl). OHM UTPAIOT KIIOYEBYIO POJIb B META0OIHM3ME, CEIIEKTUBHO IIPOITyCKast IIOTOKH Heopra-
HUYCCKUX MOHOB U OPraHUYCCKUX MOJICKYJIL. MSBGCTHO, YTO U3SMCHCHHUC YPOBHA 3TUX IMOTOKOB ABJIACT-
Csl OTHUM U3 MEXAaHU3MOB BIUSHHS HA XUMHUYECKUH COCTAB U XHMHUYECKUE CTPYKTYPHI BHYTPH KICTKH
[Puznuuenko, 2003 ].

MonenupoBaHre TaHHOTO MPOIECCa BBIMOJIHEHO CIEMyIOIIMM 00pa3oM: B pacdeTHOW olxactu
(puc. 6) BBIICIAIOTCS ONPECIICHHBIC YUYACTKH, KOTOPBIE MBI OYJIeM YCIOBHO Ha3bIBaTh «KJICTKAMM,
B KOTOPBIX IPOTEKAIOT peakiuu (3)—(4), 3agaromye nupKaguaHHble pUTMBL. Tak Kak MEeXaHWKa CaMuX
KJIETOK B IAaHHBI MOMEHT Hac HE WHTEPECYET, TO MOJIEIbHBIE KIETKH UMEIOT (hopMy KBajpaTa U (UK-
CHpOBaHHBIN pazMmep. ['paHuIIa KJIETOK HEOMHOPOAHA: OOJIBIIAs €€ YacTh HeMPOHHUIIaeMa ISl peareHTa
(oTMeveHa Ha PUCYHKE 6 YEpHOH JIMHHWEH), a OCTaBIIasCs 4acTh UMeeT AU(PY3HOHHYIO TPOHHIIAC-
MOCTb, BEIYUCIIEMYTO TI0 KOHEUHO-pa3HOCTHOU hopmydie [Bratsun, De Wit, 2011]:

D(4F (x,=h) = F(x,=2h)) + Dy(4F, (x, h) = F, (x,2h))

£(x,0) = F5(x,0) = 3D+ D))
0

(6)

rae h — mar no cerke, D, — xoadduiment nuddy3un

Ocrka BO BHEKJICTOYHOM IPOCTpPAaHCTBE. TakuM 00pasom,
KaXJpId y4acTOK, B KOTOPOM MPOTEKAET PEaKIUs, SIBIICTCS
MOJIENBI0 KHUBOH KJIETKA C COOCTBEHHBIM IMPKAJWAHHBIM
puTMOM BHYTpH. Kaxkmast KiieTka MMeeT 4eThipe MeMOpaHbI
(bMKCUPOBAHHOW IIMPHUHBI, Yepe3 KOTOPhIC OHA MOXET 00Me- extracellular space
HUBATHCS C MEKKJIETOUHBIM MPOCTPAHCTBOM. J[JIsl MPOCTOTHI
MBI HE CTaJIM BBOJIUTHL B MOJENb OTAEIbLHBIA BHJ O€NKa, OT-
BETCTBEHHBIN 3@ TPAHCIOPTUPOBKY LIUPKAJAUAHHOIO CUTHAJA
Hapyxy. TpaHCHIOPTHYIO (PYHKIMIO B IpEAIaracMoi MOICIH
BBITIOJTHSET BCE TOT K€ O€JOK £, BaXKHBIN IS TOIIepKa-
HUS [IUPKaJUaHHBIX PUTMOB. Ero maptaep, Oemok W , mo-
JKET MepeMeIaThCs TOIBKO BHYTPH MPOCTPAHCTBA KIETOK — Puc. 6. Cxema pacueTHoii 06mactn
JUTSI HETO KJICTOYHBIC MEMOpPaHbI 3aKPHITHI.

[Ipenmonaraercsi, YTO B MEKKJICTOYHOM MPOCTPAHCTBE TPAHCIIOPTHBINM OCJIOK HE BCTYIACT B Pe-
aKIMIO: OH MOXKET JIMIIIh PAaCPOCTPAHATHCS TaM Onaronapst quddy3un:

oF O’F  0*F

—= —+
or  lox?  oy?

(7

[Momanmass BHYTph APYroil KISTKU HM3BHE, OCNOK F BHOBH MOXKET Y4acTBOBaTh B IPOIECCax
TPAHCKPUIIINH U TPAHCISIUU. B 3TOM cirydae OH BBICTyMaeT Kak 0a3anbHBINA (aKTOp TPAHCKPHUITIIUU
10 OTHOILIEHHIO K HOBOM KJIETKE.

[epetinem k pe3ynbraTamM MOJCTHUPOBAHHS CUCTEMBI C KileTkamMu. Ha pucyHke 7 mpeacTaBicHbI
YeThIpe Kajjpa IWHAMHUKA M3MEHEHHWS KOHIIGHTpaluuu Oenka F B MONHON TEMHOTE W B OTCYTCTBHE
(hakTOpOB 0a3aTHLHONM TPAHCKPHIIIMH, KOT/Ia TOJHKO OJTHA M3 KJIETOK (#3) reHepupyeT mupKaauaHHbIH
puT™M. B ocTanbHBIX Tpex KIIeTKax MEXaHW3M TPAHCKPUIILMH BBIKIIOUeH: k. = 0. Kak Obuto ycTanos-

JICHO BBILIE (CM. PHUC. 5), cUCTEMa B 3TOM CIy4ae HaXOAUTCS B COCTOSHUM (a30BOi TypOyJIEHTHOCTH,
KOTOpPO€ B OTCYTCTBUU BHELIHET'O CUTHAJIAa MOKET COXPAHATHCS CKOJIb YroaHo noiaro. Hecmotps Ha To,
YTO CYIIECTBYET MOTOK Oenka F depe3 MeMOpaHbI KIIETKH #3 B MEKKIETOYHOE TPOCTPAHCTBO, KIETKa
MPOAOIDKAET (PYHKIIMOHUPOBATH B MPEKHEM PEKUME XaOTUUECKUX MPOCTPAHCTBEHHBIX BOJH. YOBUTh
0esKa KOMIIEHCUPYETCs €ro CHHTE30M BHYTpH KieTku. Ilonanas B MEXKIETOUHOE IIPOCTPAHCTBO, BbI-
TOJTHSAIOUINN TpaHCTIOPTHBIE PpyHKIMK Oelok F 6o nuddyHaupyeT TaMm, TH00 MPOHUKAET B KICTKU
#1, #2 u #4. Mexanu3M OUpKaIHaHHBIX KoJeOaHUK B 3THX KJIETKaX Mapaln30BaH, OJHAKO MPOLECCHI
TUHEWHOW W HEeNMWHEHHOW nerpamganuy Oenka HeHcTBYrOT. [losToMy KOHIleHTparus F BHYTpU BBI-
KITFOUCHHBIX KJIETOK OBICTpO mamaeT mo Hymns (puc. 7). IlpemcraBieHHBIA Ha pUCyHKE CIICHApHUNA HE
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3aBHICHT OT Pa3MEpOB KIIETOK W HMIMPUHBI MEKKIETOYHOTO 3a30pa My HUMH. CHHXpOHHM3AIHSI KO-
nebaHuii B KJIETKe #3 Ha pUCyHKE 7 HE HACTyIaeT W3-3a OTCYTCTBHUS BHEIITHETO CUTHAJIA.

Puc. 7. luraMuka KOHIEHTpauuu Oenka F B moiHOM TeMHOTe. TONBKO B OHOM KieTke (#3) IpONCXOINT peak-
WSl CHHTE3UpoBaHuA Oenka. B ocTanmbHBIX KeTkax (#1, #2 u #4) 6enmok Tonmpko nerpanupyert. IlocinenoBaTensHO
npejicTaBiaeHbl MOMeHThI Bpemenu ¢ = 200, 5000, 10000, 20000. Koadduupment nuddy3un B KieTkax paBeH
D =0.01, B mexxkneTounom npoctpanctse D = 0.01

KavecTBeHHOE U3MEHEHHE B CUCTEME HACTYIIAET, KOT/IA MPH TEX K€ YCIOBHUIX HAYMHAIOT QYyHK-
UOHHPOBATH BCE YEThIpe KiIeTKH (pHc. 8). BuIsBiIeHO, YTO CIIOHTaHHAS NMPOCTPAHCTBEHHAS CHHXPO-
HU3AIMs BO3HUKACT, KOTJ]a KOHIIEHTpANHUs Oelika B MEXKKJICTOYHOM TPOCTPAHCTBE JOCTUTAeT ONpe/ie-
JICHHOTO YPOBHS KOHIIeHTpanuu F = (0.8, mpuMepHO COOTBETCTBYIOIICH CpeIHEMY 3HAUYCHUIO, OKOJIO
KOTOPOTO OCIMJUTUPYET MOJIe KOHICHTPAIUKM B KieTkax. VIMeHHO ofiee IUisi BCeX KIETOK MEXKIIe-
TouHOE (D PY3NOHHOE MPOCTPAHCTBO HACTPAMBAET CUCTEMY TaKMM 00pa3oM, UTO KoJIeOaHUs MprHoo-
peTaroT ynOpSIZ[O‘IGHHBIﬁ CHHXpOHI/ISI/IpOBaHHblﬁ BH. OTMCTI/IM, 4YTO MpOoHeCC CUHXPOHU3AINU 3aHU-
MaeT 3HaunTenpHoe BpeMs ¢ ~ 10000, ocoOeHHO B CpaBHEHUH C TIEPUOAOM 0a30BOTO KOJICOAHHS.

Puc. 8. lunamunka koHueHTpauuu Oenka F' B monHOW TeMHOTe. Bee deThlpe KieTkn QpyHKIMOHUPYIOT, BBIpada-
ThIBas Oenok F. [locienoBarensHO TpesicTaBieHsl MOMEHTH! BpeMenu ¢ = 200, 5000, 10000, 20000. Koaddumm-
eHt auddysnu B kierkax paseH D = 0.01, B MexxkierouHoM npocrpanctse D = 0.01

YucneHHbIE 3KCHEPHMEHTHI MOKA3alld, YTO BaKHYIO POJIb B CHHXPOHM3AIMU UIPaeT LIMPHHA
MEXKJIETOYHOTO 3a30pa. UeMm mmpe 3a30p, TeM OouibIe BpeMeHH TpeOyeTcsl Ul JOCTHKEHHS COCTOS-
HUSI CHHXPOHHBIX KojeOaHud. MexkieTounoe nupQy3HoOHHOE MPOCTPAHCTBO HWIPaeT 3AeCh TOYHO
TaKyI0 K€ POJib, KAKYIO BBIIOJIHSIIOT MIPY>KUHKHU CBSI3U B CHCTEME CBA3aHHBIX MEXaHMUECKUX OCLUILIS-
topoB [Pikovsky, Rosenblum, Kurths, 2001]. Uem cuibHee cBsI3b MEXAY OCIHIUISITOPAMH, TEM JIETUe
JocTuraercsi cuHxpoHmn3anusa. Ha pucyHke 9 mpencraBieHbl KaJpbl 9BOMIONUH 16 KIETOK, KOTOpHIE
HACTOJIbKO TECHO PACHOI0KEHBI APYT K APYTY, YTO MEKKJIETOYHOE MPOCTPAHCTBO 34€Ch NPAKTUUECKU
oTcyTcTBYeT. Ha camoMm jene Takas KOHQUIypalus CUCTEMBI Ooyiee pealCTHYHA, TaK KaK KIETKH
TKaHe# OpraHoB OOBIYHO 00pa3yIoOT INIOTHYIO CILIONIHYIO cpedy Oe3 3a3opoB. Ha pucynke 9 ximeTkn
NPOJIOJDKAIOT OOMEHUBATHCS APYT C APYTOM CHT'HAJIaMHU TIOCPEACTBOM TOTO K€ caMoro qudQy3noHHO-
ro MeXaHW3Ma, YTO M paHblle. B HauanbHBI MOMEHT 3BOJIIOLMH B KaXKA0H KIIETKE 3a1aBaJIOCh ITOCTO-
SHHOE JUTS 9TOH KJICTKH 3Ha4e€HHEe KOHLCHTPAIIMH 00OMX B3aMMOJEHCTBYIOMNX OEIIKOB, OJJHAKO CaMH
3HAYEHUsI B PAa3HBIX KJIETKAX 33/1aBaJIUCh CIIy4aiHbIM 00pa3oM. Tak Kak ypoBeHb KOHIIEHTpAIH Oel-
KOB 3a7aeT a3y NUPKAAUAHHOTO PUTMa (MAaKCUMAaJbHBIH YPOBEHb F OIpeIelseT JOKAJbHO «II0JI-
JICHB»), TO CUCTEMa MHTETPUPOBAJIACH CO CIly4allHBIM 3Ha4eHHEM (a3bl KoJIeOaHUH B KaXKIOU KIIETKE.

KOMIIBIOTEPHBIE UCCJIEJOBAHUA U MOJAEJIUPOBAHUE




CuHXpOHM3aIMS HUPKaJAUaHHBIX PUTMOB 265

[Ipu 3THX HayaNbHBIX YCIIOBHUSAX CIHUPAIbHBIC BOJIHOBBIE CTPYKTYPBI, IPUBEICHHBIC HA PUCYHKE 5,
B CHCTEME HE BO3HMKAIOT. J[J1 3TOTO HY>KHBI pe3KHe JIOKaJIbHbIE (PIyKTyaluy KOHLIEHTpaluu Oenka.

2
15
1
05
0

Puc. 9. Jlunamuka KOHIIEHTpaIuu Oeka F B cucTeMe U3 16 IIOTHO TPUMBIKAOIINX APYT K APYTY KIETOK C pas-
HBIMHA (a3aMu [IUPKAIUAHHOTO PUTMa B TIOJIHOM TeMHOTE. [lociienoBaTeibHO MPeACTaBICHBI MOMEHTBI BPEMEHH
t=0, 2000, 4000, 6000, 8000, 10000. Koaddurment nuddy3uu B kinetkax pasen D =0.01

B cityuae, npeacraBieHHOM Ha PUCYHKE 9, pealu3yeTcs pellleHUe B BUJE CTOsUEH BOIHBL. XOpOILO
BUJIHO, YTO CPaBHUTEIBHO OBICTPO (ha3a Bceil rpymiibl KIETOK BEIPaBHUBAETCS, — MPOUCXOIUT (ha3oBast
cuHxpoHm3anusa. Haunnas npuMepHo ¢ momeHTa BpemeHu ¢ =4000, cructemMa OCHMILTUPYET € OOIIei
(azoit. OT™METHM, YTO CHHXPOHHM3AIMA 3[1eCh HACTYIIAeT ropa3a0 paHblle, YeM B ciIydae, IIOKa3aHHOM Ha
PHUCYHKE 8.

Jlis n3ydeHust AMHAMUKY CUCTEMBI OBIJIO PACCMOTPEHO HECKOJIBKO BApPHAHTOB HAYAJIBHBIX yCIIO-
Buii. Hanpumep, ycraHaBIMBaIMCH pa3HBIME HE TOJNBKO (a3bl, HO M YacTOTHI KOJEOaHUH B KIIETKAX.
OTO0 mocturaercs BapbUPOBAHUEM HApaMeTpoOB k. W ky , OTBETCTBEHHBIX 3a CKOPOCTh IPOTEKAHUS

peaxunﬁ CUHTE3UPOBAHUA OCIIKOB. PCSYJ'IBTEITBI MOACITIUPOBAHUA CUCTEMBI ITOKA3bIBAKOT, YTO B KOHCY-
HOM HMTOI'€ B IPOCTPAHCTBC KJICTOK B 3TOM CJIydac TaKXKC YyCTaHaBJIMBACTCA C€AUHAA (1)333 n CIuHas
4acToTa KOJCOaHUM.

Makpockonu4ecKuid ypoBeHb

UccnenoBanne cMHXpOHU3AIMN OMOPUTMOB B MacIiTa0ax OpraHa WIH Jake IeJIor0 OopraHu3Ma
TIpeAroaraeT onucanne QyHKIMOHUPOBAHMS U B3aMMOJICHCTBHS OOJBIIOrO YHCIIa KIeTOK. B Hemas-
Hel pabore [Salm, Pismen, 2012] Oblia npeanoxeHa eJUHCTBEHHAS B CBOEM POJIC XEMOMEXaHUYEeCKas
MOJIENTh PACTYIIeH TKaHW SMUTENWs. DIHUTENHaabHas TKaHb MPEACTaBIsieT COOOW CIOW KJIETOK, BBI-
CTHJTAIOIIHMH TTOBEPXHOCTH (ITOJIOCTH) OpPTaHa WU Tena. TakuMm o0pa3om, NMPU MOJEITHPOBAHHUH ITOBE-
JICHUST DIUTEIHS MOXKHO OTPAHHYHUTHCS KBa3U-IABYMEPHON CHUCTEMOM, YTO CYIIECTBEHHO YIPOIIAET
BBIYHCIICHUS.

Monenb, npemioxkenHas B cratee [Salm, Pismen, 2012],

BKJIFOYAET pacueT TUHAMUKH OTACIbHBIX KIETOK, MPEICTaBIICH-

HBIX B BUJIC MHOTOYTOJLHUKOB C PAa3HBIM YUCIIOM BEPIIHH (CUC-

TeMa OTKaIMOpOBaHa TaK, 4TO Hauboyiee BEPOSATHOU (opMoid

KJICTKH SBIISICTCS TeKcaroHajllbHAas sYeiika, XOTS IOSBIICHUE

JIPYTUX BHIIOB MHOTOYTOJHFHHUKOB TakKe BO3MOXHO). KieTku

TUTIOTHO TIPUMBIKAIOT JPYT K APYTYy, 00pa3ys CIUIOIIHYIO IBY-

MEpHYI0 TOoBepxXHOCTh smutenus (puc. 10). Momens oOmamaer

IEJIBIM HaO0OPOM CBOWMCTB, MO3BOJIAIONIUX YIaYHO HIMUTHPOBAThH

MOBEJICHUE PEaTbHOM SMUTETNAIBHON TKAHU: Puc. 10. DrnemeHTbI XeMOMEXaHH-

—  BO3MOJKHOCTh M3MEHEHHs pa3MepoB KIETOK B ITIpolecce  HUECKOH MOJem smuTenus, Tpent-
SBOJIOLMY TKAHH (HAIDHMEP, 3aTATHBAHKME PaHBI) U M3Me-  IO’KCHHOM B pabote [Salm, Pismen,
HEHUS JOKAIbHBIX MEXaHUYECKUX CBOMCTB CPE/IbL; 2012]

— BO3MOXXHOCTH pOCTa OOIIET0 KOJINYECTBA KIIETOK B CUCTEME
MOCPEJICTBOM UX JIEJICHUS B ONPEIEICHHBIX YCIOBUAX IBOIOINH;

— BO3MOXXHOCTbH IIEPEMEIICHHS KJICTOK B OOIEH Macce SMUTEIUS MOCPEICTBOM MEXaHHU3Ma MHTEP-
KaJIsIuu,
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— pacueT JMHAMHUKU KOHIIEHTpAallUd BELIECTB, YYAaCTBYIOIIMX B PETYJSALUM >KU3HEIESATEIbHOCTH
TKaHU, 7151 KQXKI0W KIETKU COOOIIeCTBa;

— 00MeH XMMHUYECKHMMH CHUTHAJaMM, OCYIIECTBIISIEMbIIl MEXAY COCEAHUMHU KJIETKaMH SMUTETUs ue-
pe3 obmyto rpanuiy (puc. 10);

— y4er >}dexTa MmomIpu3aiy KIETOK, KOTOpas MPOUCXOAUT CIOHTAHHO WM TOJ BO3AEUCTBHUEM
BHEIIIHUX YCJIOBHM.

Taxum 00pazoM, KakJas KIIETKa B MOJIEITH UCIIBITHIBACT PSIJi XEMOMEXaHUIECKHX BO3JEUCTBUH, IO
BIIMSIHUEM KOTOPBIX OHA 3BOJIIOLIMOHUPYET BMECTE CO BCell cUCTEMON. Tak Kak BHYTpHU KaKJOM KJIETKH BCe
TIOJISL 3aBUCAT TOJIBKO OT BPEMEHH, TO MeJKasg CTPYKTypa MPOCTPaHCTBEHHO-pacpeneNeHHbIX 3deKrToB,
CBSI3aHHAsI C HEOHOPOAHOCTHIO TTOJIel BHYTPH KIIETOK, B MOZIENTN He onpezenserca. OmHako, Ha paccTos-
HUSIX OOJIBIINX TI0 CPABHEHHIO C pa3MepaMH OJHOW KJIETKH MPOCTPAHCTBEHHOE CTPYKTYpOOOpa3oBaHHE
MIPOSIBIISIET ce0si B MONTHOM Mepe. PaspaboTaHHYI0 MOJENh MOKHO KIACCH(UIMPOBATh KaK AUCKPETHYIO
CITO)KHYIO CHUCTEMY, JEMOHCTPHUPYIOIIYIO KOJUIEKTHBHBIE 3(h(EKTHI, C MHINBHIYAIHHBIM MTOBEICHHEM OT-
JETbHBIX AJIEMEHTOB CHCTeMbI. [103HaKOMUTBCS TIOIPOOHEE C eTANSIMU PeaTi3alii XEMOMEXaHUIECKON
MOJIENIA PACTYIIETO SMHUTEINS MOKHO B COOTBETCTBYIOMIEH myOmmkaru [Pismen, Salm, 2012]. Msr 61a-
TOZIapHBI aBTOPaM MOJIENH 32 TO, YTO OHH COTJIACHIINCH TepeAaTh MPOrpaMMHBIN KOMITJIEKC aBTOpaM J1aH-
HOU paOOTHI [T KCCIIEIOBAaHHUN B O0JIACTH CIIOKHBIX )KUBBIX CHCTEM.

Moienb 3MUTENNS MBI AOTIONHIIIA PACUueTOM MUPKAAMAHHBIX PUTMOB B KaXKJIOM KIIETKE cOOoOIIIe-
CTBa COTJIaCHO CJICAYIOLIUM YPaBHEHUAM:

dF; _ 1F kp ——— ’;F - ~ye E,—kEW, |[+a) L,(F,—F), (®)
dt  (1+4K"F) 1+ K KW (t—7) 7

aw, 1 o Ky

dt  A+4K"m)\ " 1+ K"KV FA (1 -7)

_7/WVVl_kF:VV: ) ZZI,N(t), (9)

rae a =0.1 — xkoaddunmentT neperoca 6enka F depe3 KIESTOUYHYI0 MEMOpaHy.
Crnaraemoe, OTBETCTBEHHOE 3a MepeHOC Oenka M3 KIIETKH B KJIETKY, B ypaBHeHUH (8) 3ammcaHo
B BHJIC TIPOCTOrO PasHOCTHOIO COOTHOIICHHE, B KOTOPOM L; MMEET CMBICI JUIMHBI IPAHHULbI MEXKIY

i-i1 u j-it xketkamu (puc. 10). CymmupoBanue B ¢opmyiie (8) BeIeTcs TOIBKO MO KJIETKaM, KOTOpEIE
SBJISIOTCS COCETHUMM JUIsS i-i kieTku. Eciu ypoBeHb KOHLIeHTpanuu 6enka F B paccMaTpuBaeMoi
KJIETKE BBIIIE, YEM Y €€ OKPYKEHHs, TO GOpMUpYETCs MOTOK MOJEKys Oenka Hapyxky. B oOpaTHOM
cilydae HaOJIOAAeTCsl MPUTOK Oesika M3BHE. TpaHCHOPTHYIO (YHKLUIO, KaK M IIPEXE, BBIIOIHSAET
TOJBKO Oesok F', a ;g W rpaHuLbl KJIETOK OCTAIOTCS HENPOHMLAEMbIMU. B pesynbpTrare meneHus
KaKOM-TO KJIETKH Ha JIB€ YaCTH CUHTAETCS, YTO HOBBIC KIIETKH HacleqyloT (pasy HUpKagHnaHHOTO PHT-
Ma MaTepUHCKON KJeTKH. Tak KaK B JaHHOW CTaTbe HAC HE WHTEPECYET BIHMSIHUE LUPKAAUAHHBIX PHUT-
MOB Ha XeMOMEXaHHYECKHE CBOMCTBA cpepl, oOpaTHas cBsA3b ypaBHeHUH (8)—(9) ¢ oOmmmM QyHKIHO-
HUPOBaHUEM KJIETOUYHON MOJEIH OTCYTCTBYET.

He cmotps Ha 10, uTo ypaBHeHus (8)—~(9) B ommmune ot (3)—(4) mpencTaBisoT coboil cucreMmy
OOBIKHOBEHHBIX TU(PepeHINAIBLHBIX YPaBHEHUH, 001Iee X KOJIMYECTBO JOCTATOYHO BEIHKO, TaK KaKk
N (KOJIMYECTBO KJIETOK) MOMKET AOCTHUTraTh HECKOJIBKUX ThIcsd. Kpome Toro, mpu pacueTe ypaBHEHUH
HEOOXOJMMO MPOBOIUTH MIPOLEAYPY 3allOMHUHAHUS M0JICH KOHLIEHTpAlUi B IpeAeiax Iuana3oHa 3a-
na3AbIBaHUs U JeNIaTh 3TO JUIS KaXKIO0W KIETKH OTAEIBHO.

[lepeiinem K M3IOKEHUIO pe3yabTaToOB MozenupoBanusi. Ha pucynke 11 mpencraBieHbl HECKOJIBKO
KaJJpOB JBOJIIOITUH SITUTEIHS, COCTOSINETO B HAYaIbHBIN MOMEHT m3 1600 kieTok. B kauecTBe HavamI»HOTO
YCJIOBHS B KJIETKAX CIIy4alHBIM 00pa3oM 3ajaBanachk (a3a HUPKaJUaHHOTO PHUTMA, a BHEITHHE BO3/ACHCT-
BUSI HA CHCTEMY HCKJIIOYEHBI. TakoW IOIXO[ IO3BOJISIET ONPEIEINTh BO3MOXKHBIE COOCTBEHHBIE (POPMBI
KOJUIGKTUBHOTO TTOBE/ICHHUS KJIETOK TI0 CHHXPOHM3AIMK KoJieOaHuid. Pe3ynbTaThl pacueToB MOKa3bIBAIOT,
YTO B IIPOCTPAHCTBE OOJIBILIONO KOJIMYECTBA KIETOK MOJIHON CHHXPOHHU3ALMH PUTMOB B CMBICIIE aOCOMIOT-
HOT'O BbIpaBHMBaHUs (pa3pl KojaeOaHUI 10 BCEM KIIETKaM, KaKk ATO MPOUCXOAWIO B Clydae HEOOJNBIIOro
coobmiectBa (puc. 9), He mosy4aercs. 311ech MPOSBISIETCS MaKPOCKOIMYECKHH dPQEKT KiacTeph3alun
K0JIe0aHUN — KJIETKU (POPMUPYIOT [1Ba IPUMEPHO PABHBIX COOOIECTBA, KOTOPbIE KOJUIEKTUBHO OCLIIUIN-
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pyioT B mpotuBodase (puc. 11). Mexxay AByMs rpymnmamu ecTb HeOOMbIIIas MPOCIONKa KIETOK, B KOTOPBIX
pean3yIoTCs KoJeOaHusl ¢ TPOMEKYTOUHBIMU 3HAUCHUSIMH (a3bl.

Lo e

Puc. 11. DddekT kiacTepusaymu UPKATHAHHBIX PUTMOB B SMUTEIHATBHON TKAHH: KOJICOAHUS KOHLICHTPAIMU
Oenka F' B yCIIOBHSIX MMOJIHOW TEMHOTHI B TKaHU 3MUTENHs, cocTosmiero u3 6onee 1600 kietok. B kauectBe Ha-
YallbHBIX YCJIOBHH HCIOJB30BAHO CIIy4aliHOE pacmpeneneHue (aszbl koebaHuil B KieTkax. [lociemoBarenbHO
MpeacTaBiIeHbl MOMEHTHI BpeMenu ¢ = 0, 25, 50, 75, 100, 125

Knacrepuzanust B cuctemax ¢ OONBIIUM KOJMYECTBOM 3JIEMEHTOB, OOMEHUBAIOIIMNXCSA XUMHUYe-
CKMMH CUTHaJaMH, C HEKOTOPHIX IOp MpHBIEKaeT K ceOe BHUMaHHE mccienoBareneil. Hampumep,
B HeytaBHel pabore [Koseska et al., 2010] mogpoOHO u3yueHa pacTyIas rpyrna B3auMOIeHCTBYFOIINUX
JIPYT C IPYTOM CHHTETHYECKUX TEHETHYECKUX OCIHILIATOPOB. OOHAPYKEHO, UTO C TEUEHUEM BPEMEHHU
NPOMCXOAMT KJacTepu3alysi TKAaHW Ha JIBa TUIA OCHHJUIMPYIOIIUX KIETOK. ABTOPBHI CBS3BIBAIOT 3TO
SIBICHUE C JIByMsS BO3MOKHBIMH YCTOWYMBBIMH COCTOSIHUSIMH PaBHOBecHs! y cucTeMbl. OTMeuaeTcs,
YTO KJIACTEPU3ANNs, TO-BHINMOMY, SBISETCS BAXHEUIIEH XapaKkTepHOW 0COOEHHOCTHIO OONBIINX CO-
OOIIECTB ¥ MOXKET CIIYXKHUTh IPUUUHON NanpHenen auddepeHranim KIeTOK B OpraHax.

3amMeTM, YTO B HAIlled MOJENH KJIETKH MOTYT TEepPEMENIaThCsl M0 TPOCTPAHCTBY OSIUTEINHS.
B cBs13u ¢ 3TUM HHTEPECHO OTMETHUTD, YTO MEPEXO]] KJIETKH 3a TPAaHUIly KJIacTepa He COMPOBOXKAAETCS
COXpaHEeHHEM Y Hee NpexkHeHd (a3l KojaeOaHui: Mmonaaas B HOBOE AJIsl ce0sl OKpyKeHHe, KIIeTKa MOI-
CcTpamBaeTcs 1o oOmuryro sl ATOoro Kiactepa daszy konebanuii. TakuMm oOpa3om, HaOIFOmMaeTCsS OC-
UUTAPYIONIAsi Ha MECTE CTOsTYas BOJIHA TMOJIsl KOHIEHTpauuu oenka F (puc. 11).

Beut paccMoTpeH Takke ciydail CrielMallbHBIX HAa4YallbHBIX YCJIOBUH, MPEACTABISIFOIINANA COOOU
HeOOoJIbIIIoe Majoe BO3MYIIEHHE KOHIIEHTPAalWu NpoTenHa F Ha (oHe HyJIEeBBIX 3HAYEHUIl MOJei
B OCTaJIbHBIX TOYKax oOmacTu. PU3NUECKH 3TO O3HAYAET, YTO LHUPKAJWAHHBIA PUTM BCEW TKaHU IOJI-
HOCTHIO CHHXPOHH3UPOBaH Mo ¢asze, 3a HCKIIOYEHNEM OJHOW KIIETKE B IEHTpe coobmecTBa. Taxue
HayaJIbHBIE YCIIOBUS SIBJISIOTCS TOpa3ao 0ojiee pealuCTUUYHBIMU, TaK KaK B TKAHSIX OTICIbHBIC KIETKU
MOCTOSIHHO CUTHAIM3UPYIOT COOOMIECTBY O MPOUCXOMANINX B HUX M3MEHEHUsX. Kak 3BONIOIMOHUpYET
CHCTEMA B 3TOM ClIydae N300pakeHO Ha PUCYHKe 12.

Puc. 12. D¢ddexr Oerymieit BOIHB MUPKAAUAHHBIX PUTMOB B JMIHUTEIHAANGHON TKaHW: KOJeOAH!s KOHIICHTPAIIH
Oemka F' B yCIIOBHSX IMOJIHOW TEMHOTHI B TKaHU SMUTEINN, cocTosamero u3 6onee 1600 kietok. B kauectBe Ha-
YaIbHBIX YCJIOBUH HCIONF30BaHO BO3MYIIECHHE KOHIIEHTpAIH Oelka B OJHOHM KJIETKE B I[CHTPE COOOIIECTBA.
[TocrenoBarensHO MpeacTaBIeHb MOMEHTHI Bpemenu ¢ = 0, 20, 40, 60, 80, 100

W3 pucyHKa BHIHO, 9TO Yepe3 MPOCTPAHCTBO SIUTENUS PACHPOCTPAHIIOTCS KOHIEHTPHUYECKHE
Oery1ue BOJHBI, UMEIOITUE IEHTP B TOUKE BO3MYIIICHM. B crcTeMe yCcTaHABIMBAETCSI COCTOSHHUE JIU-
HAMUYECKON CUHXPOHM3AIUYU MPOLECCOB PEryJISLUUN HUPKATUAHHBIX PUTMOB.

Oo0cy:xnenue

BOHpOC O CIOMBAaHUMU PE3YJLTATOB MOACIHMPOBAHMA, IOJTYUYCHHBIX Ha PAasHbIX YPOBHAX OIMMCAHUA
CHUCTCMBI, ABJIACTCA BA’KHBIM UL HOHMMAaHHWS TOI'0, KaK MHTECPIPETUPOBATL PE3YJILTATEIL. Mmn1 paccMOTpLIIn
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JUHAMHUKY UPKaAUaHHBIX KojieOaHUK B MacmiTabax reHa (CTOXacTHYECKas MOJENb), KIETKU (IeTep-
MUHHUCTCKasi TIPOCTPaHCTBEHHO-pacHpeieiicHHas Moaenb ¢ auddysueil) u opranu3ma (IUCKpeTHAsS
XeMOMEXaHW4ecKasi MOJIENb KJIeTOK snuTenus). Ha Bcex ypoBHSX OMUCAHUS B MOJETH ObUT 3aJI05KEH
TeHHBI MEXaHW3M TeHEPUPOBAaHHS PUTMOB Ha OCHOBE OMHAPHOTO B3aMMOJCHCTBHS JIByX OCIIKOB
(puc. 2). CooTBeTCTBEHHO 0a30BbIe KOJIEOAHUS C MEPHOLOM MPUMEPHO 23 yaca MPOSBISIOT cebs BO
BCEX MOJIEJIsIX. BbUIO TOKa3aHO, YTO MEXaHU3M KOJIEOAHUM YCTOHYUB [0 OTHOIICHUIO K BHYTPEHHEMY
HIyMy, CBSI3aHHOMY C KMHETHUKOW peakuuii (puc. 3). B oTcyTcTBUM CHIIBHBIX BO3MYILEHHH B MacUITa-
0ax KJIeTKH, KoJieOaHUs OBICTPO CHHXPOHM3UPYIOT (a3y KojeOaHWH MO BCEMY BHYTPHKIETOUHOMY
HIPOCTPaHCTBY. B cilyuae B3auMomeHCTBHS HECKOJIBKHUX KJIETOK OOMEH AM((Y3MOHHBIMHM IIOTOKAMHU
MIPUBOANT K CHHXPOHHU3ALIUU PUTMOB YK€ y BCel IpYMIIbI KJIETOK (pHc. 9).

Ecnu BHYTpHU KJIETKHM e€CTh 3HAYUTEJbHBIC JIOKAJbHBIE OTKIOHEHUS! KOHLEHTPALWHU, TO CHCTeMa
MOXeET MEePEeUTH K HOBOMY PEXUMY OCLMJUIALUM, NPEICTaBIIOmEMY cO00H XaoTHUECKOe 11oJie Oery-
IMX BOJH (puc. 5). XapakTepHbIi pa3Mep MPOCTPAHCTBEHHBIX CTPYKTYP, BOZHUKAIOIIUX B 3TOM CIIY-
yae, MPUMEPHO Ha MOPSIOK MEHbIE pa3MepoB camoil kieTku. CleHapuil CHHXPOHHM3alUd PUTMOB
TaKUX BO30YXIEHHBIX KJIETOK, B3aUMOJACHCTBYIOLMX APYT C IPYrOM, HECKOJIBKO OTJIMYAETCS OT Mpsi-
MOJIMHEHHOT0 BbIpaBHUBaHMA (a3pl. 32 CUET TPAHCIOPTHOIO OElKa B MEXKJIETOYHOM IIPOCTPAHCTBE
ycTaHaBIuBaeTcsl o0lee Uil BCceX KIETOK CpeJHee IMoJie, KOTOpoe MPUBOAMT K PEryisipu3anuu Oery-
IIMX BOJIH U MPOCTPAHCTBEHHO-BPEMEHHOI CHHXPOHU3ALMU UX pacrpocTpaHeHus (puc. 8). Baxxnocts
B3aUMOJICHCTBHSI MEXKy KIETKAMH JIETKO yCTaHOBUTD, €CJIM OTKJIFOUUTH IPOLIECCHl CUHTE3a LIUPKaau-
aHHBIX OENTKOB BO BCEX KIETKAX, 3a UCKIIOUEHHEM OofHOHU (puc. 7). B aToM ciydae cocTosiHuE Xa0THU-
YECKU pacpOCTPAHSIOMUXCS OETyIMX BOJH MOYKET MOJIEPKUBATHCS CKOJIb YTOAHO JIOJITO.

JlrobombITHAS KapTHHA CKJIAABIBACTCS, KOTAA Mbl IOAHUMAEMCSl K YPOBHIO ONKCAHHUS IPYyMIIOBOM
JUHAMHMKH OOJBIIOTO YHCcla KJIETOK. Bo-MepBBIX, 3/ech cpa3y ke MponajaioT MeNKHe BOJHOBBIE
CTPYKTYPBI, BO3HUKAIOIINE B OAMHOYHBIX KJIETKaxX (IpUBEACHHBIC, HATIpUMED, Ha pucyHKe §). Ha aTom
YPOBHE OIHMCaHUsI, MUHUMAJIbHOE IPOCTPAHCTBEHHOE Pa3pELICHNE CUCTEMBI OIPEAEISIETCS] Pa3sMepoM
onHOH KieTkd. HeyauBuTensHO mo3ToMy, 4TO O0Jiee MENKUe CTPYKTYpbI (a BOJIHBI HA PUCYHKE 8 Ha
MOPSIIOK MeNbYe) cpa3y MpomajaroT. A BO-BTOPBIX, 37€Ch BOSHUKAIOT KPYIMHOMACIITAOHBIE CTPYKTY-
PBI, COCTOSIILIME U3 COTEH U THICSY KIETOK. Mbl 00Hapyx uiu 3¢ (dexT pazdueHus IPOCTPaHCTBA JIUTE-
nus 10 KpailiHel Mepe Ha JBa JOMEHa CIJIOXKHOM (OPMBI, BHYTPH KaXIOIO U3 KOTOPBIX MPOHCXOAMUT
BbIpaBHHBaHUe (a3 konebanuil (puc. 11). B HekoTophix paboTax KiacTepu3anusi paccMaTpUBAETCS
KaK Ba)KHEHIUI HadanbHBIN 3Tan JudQepeHtnannun KIeToK.

Haxonen, mpu J0KanbHOM BbIBEICHUH M3 PaBHOBeCHUS (a3bl HUPKAAMAHHOIO PUTMA SIHUTENNS Ha
o0IeM CHHXPOHM3MPOBAHHOM I10JI€ OOHAPYKEHO PAcCIpOCTpaHEHHE INIOOAIbHBIX KOHLEHTPUUYECKUX
BOJIH, MH()OPMHUPYIOIUX COOOIIECTBO KIETOK O BHE3AIHON aKTHUBH3AaLMU OJHOTO M3 CBOUX WICHOB
(puc. 12). OTo no3BoigeT KIEeTKaM Bce BpeMs IOACTpanBaTh CBOIO a3y KojebaHHid, a BceMy coolrie-
CTBY — OBITh FOTOBBIM KOJUIEKTUBHBIM 00pa30M pearupoBaTh Ha H3MEHEHUE BHEIIHUX YCIOBUIL.

B nurepatype cymiecTByeT psiji SKCIIEPHMEHTAIbHBIX CBHETEIBCTB, YTO MPOLIECCHl TPAHCKPHII-
LUW/TPaHCIIAIHMKE OCIIKOB MPOMCXOMIT ¢ 3ama3abiBanueM. Hampumep, B padote [Denault, Loros, Dun-
lap, 2001] mst opranuszma Neurospora crassa ObIJIO YCTAaHOBJICHO, YTO TaKas 3ara3/ibIBaroniast oopar-
Hast cBsizb Gpopmupyercs y napbl 0enkoB FRQ u WCC, cunTe3upyeMbIx reHamu firg u wee. Yto oco-
OCHHO Ba)XHO, MMEHHO 3Ta Mapa OEJKOB OTBETCTBEHHA 3a MOJAJCpP)KaHHE LUPKAAUAHHBIX PUTMOB
y HelpocIopsl. B 1aHHBII MOMEHT TPYyAHO CKasaTh, SBJSIETCS JIM 3amas3zblBaHue (pyHIaMEHTaIbHBIM
MEXaHU3MOM, TIPUCYIIAM TPAHCKPHUIIIIH JIFOObIX TeHOB. OIHAKO, TO, YTO 3TO BaKHOE CBOWCTBO XOTS
OBl HEKOTOPBIX U3 HUX, YCTAHOBJIEHO JIOCTOBEPHO.

CoBpeMEHHBIE TEXHOJIOTHH MO3BOJIAIOT 3KCIIEPUMEHTATOPaM BMECTO H3YUYCHHS YXKe CYLIECT-
BYIOIIMX OPraHW3MOB 3KCIIEPUMEHTUPOBAThH C UCKYCCTBEHHO co3/lanHbIMU Tienoykamu JIHK. MmenHo
TaKUM IMyTeM MOLUTH aBTOopbl pabotsl [Danino et al., 2010]. imu Oblta co3aHa CHHTETHYECKas! TeH-
Hasl LENoYKa, KOTopasi BKJIoYaia B ce0s OCHMILIMPYIOLIYIO YacTh, OCHOBAaHHYIO Ha mape reHoB Lux/
u LuxR. KoneGaHus ypoBHSI COOTBETCTBYIOIUX OEIKOB JOCTUTAJIMCH 32 CUET 3alla3AblBaHusl 00paTHOM
cBsizu. Kpome Toro, 1lemovka BKIIOYana B ceOsi TeH, CHHTE3UpYIOUil TpaHcnopTHbId Oemox AHL
(N-anmn-romocepuH JaKkTOH). sl UCKYCCTBEHHOW BH3yallM3allMK TPYNIOBON JUHAMHUKH B KaXKIYIO
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Heno4Ky OblI o0aBieH reH yemGFP, BBI3BIBAIONINN CBEUCHHE TI0]] IEHCTBHEM TPAHCIIOPTHOTO Oell-
ka AHL. CunTeTndeckas memodyka ObUTa MHTETPUPOBAHA B KAXKAYIO OAKTEPHIO KHUIICYHOW TMATOYKH,
a BCA KOJIOHUA IIOMEIICHA B CIICHUAJIBHYIO CpEAY C NHUTATCIbHBIM PACTBOPOM. Taxkum o6pa30M, BHC-
JpEHHbIE OCLIUIATOPBI MUMUTUPOBAIN B KaXKIOM OpraHu3Me padoTy ero OMOJIOrHYecKUX 4acoB, a Oe-
nok AHL ocymiecTBisin riao0aibHyr0 KOOPAWHAIMIO TIOBEJIEHUS BCEH KOMOHMU. YMCIEHHOCTh KOJO-
HUW JOCTHUTaa HECKOJIEKO THICSY 0coOeil. B pe3ynbrare HaOmroAcHNS 3a KOJIOHHMEH OakTepwii ObLIO
00Hapy>KeHO CIOHTaHHOE BO3HHKHOBEHHE OETyIIMX KOHLEHTPHUYECKUX BOJIH CBeueHHs. B composo-
TUTENBHBIX (Daiinax Ha caiiTe KypHaia Nature MOKHO O3HAKOMHUTKCS C Pa3IUIHBIME BUICO3AITUCIMHU
sKcrepuMeHToB. OTMETHM, YTO KOHIICHTPHYECKHE BOJHBI, PACHPOCTPAHSIIOMINECS B XeMOMEXaHH4e-
cKkoil monienu anuTenus (puc. 12), B 1eTansx BOCIPOU3BOIAT MPOCTPAHCTBEHHO-BPEMEHHYIO JMHAMU-
Ky B KOJIOHHH COOOIIAIOIIUXCS IPYT C IPYroM OakTepHi.

3akiroueHue

Ha ocHoBe npeno)xeHHOH paHee MOAEIHN LMPKaJWaHHBIX KOJeOaHuil ¢ 3anma3abIBaHuEM, IPOBE-
JICHO HCCJIe/I0OBAHUE CUHXPOHU3ALMH LUPKAIUaHHBIX PUTMOB Ha Pa3JIMYHBIX YPOBHAX OIMCaHUs Ono-
JOrH4Yeckoil cucteMbl. M3ydeHue B3auMOAEHCTBHA B MaciuTabaX HECKOJBKUX T'€HOB MPOBEICHO
C TIOMOIIBI0 CTOXaCTUYECKOr0 MoAeInpoBaHus. [IpocTpaHCTBEHHO-BpEMEHHAs TUHAMUKA MOJIS KOH-
LEHTpaluy OeJIKOB B MaclTa0ax OJHOM WM HECKOJBbKUX KJIETOK MCCIEIOBaHBI B PAMKax JIETEPMHU-
HUCTCKOM Mojenu ¢ auddysueid. Hakonen, Mmakpockonuueckue 3(h(GeKThl, BOZHUKAIOIIUE B CO0OIIIe-
CTBE OOJBIIOrO YMCIIA KIETOK, PACCMOTPEHBI Ha 0a3e ITMCKPETHON XeMOMEXaHHYEeCKOH MOJENH pac-
TYLIETO 3MUTENHs, KJIETKM KOTOPOr0 MOIYT OOMEHMBAThCS XUMHYECKHMM CHUIHajJaMu. BbIABIEHBI
(hopMBI CHHXPOHHU3AINY [IUPKAIUAHHBIX PUTMOB Ha KaXKJIOM YPOBHE ONMCAHUS CHCTEMBI.

ABTOpBI BBIpa)KaroT CBOIO Npu3HaTenbHocTh npodeccopy JI. M. [Tucmeny (L. M. Pismen) u gok-
topy M. Canmy (M. Salm) 3a pa3pernieHne UCIIONb30BaHUS HX MOJIENN PACTYILETO SIUTEINS B JaHHOM
UCCIICZIOBAaHUM.
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