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F,-ATPa3a — kaTaquTiHyecKas 4acTb BpamarebHoro Mojexyasipuoro moropa FF,-ATP-cunta3sl. Koonepa-
TuBHBIA ruapoau3 ATP Ha Tpex karanuTuyeckux neHTpax F{-ATPa3sbl conpsikeH ¢ BpalieHneM HeHTPAJIbHOM
CcyObe TUHMIIBI Y BHYTPH IIMJIMHAPA, 00PA30BAHHOTO TPeMsl CYObeJMHUIIAMHM 0. U TPeMsl CyObeuHuIamMu . DKc-
NepUMEHTAJIbHbIE PAOOTHI PA3HBIX ABTOPOB MOKA32aJIM, YTO BPAIIeHHE CY0'beIHHUIBI Y MPOUCXOIUT C HEpery-
JISpHbIMH ocTaHoBKamu. [IpocTasi KHHeTHYECKasi MOJIeJIb IAaHHOI CTaThH 1aeT 00bsCHEHHE OCTAHOBOK Bpalle-
Hus F-ATPa3p1. CornacHo eif 0CTAHOBKM BpamieHHs NPOUCXOAT B PeKUMe JeTepMUHHPOBAHHOTO Xa0ca, KO-
TOPbIii BOBHUKAET NMPHU BEJIUIMHAX KOHCTAHT CKOPOCTH, OJIM3KIX K M3BECTHBIM IKCIEPUMEHTAILHBIM OIIEHKAM.
JIIMTeIbHOCTH MOTYYEeHHBIX OCTAHOBOK BPAIleHUs MPAKTHYECKH COBNAAAET ¢ paHee HA0JI01aeMbIMHU SKCIIEPH-
MeHTaJbHO. MoJesb 00bACHSIET H3BECTHOE Hepery/sipHoe 3anoJiHeHue KaTaauTuiecKux nenTpos F-ATPa3sl
HYKJIEOTHIAMH.

Karoueente caosa: Bpamarensubiii MOTop F-ATPa3a, kuneTnueckas Mojeib, JeTepPMUHUPOBAHHDIN Xaoc.

IRREGULAR ACTIVITY OSCILLATIONS OF ROTARY MOLECULAR MOTOR. A SIMPLE KINETIC
MODEL OF F1-ATPase, by B. N. Goldstein, A. M. Aksirov*, D. T. Zakrjevskaya (Institute of Theoretical and
Experimental Biophysics, Russian Academy of Sciences, Pushchino, Moscow Region, 142290 Russia; *e-
mail: konfl @rambler.ru). F{-ATPase is a catalytic portion of the rotary molecular motor, F,F,-ATP synthase.
Cooperative ATP hydrolysis at the three catalytic sites of the F;-ATPase is connected with rotation of the cen-
tral y-subunit inside a cylinder made of three a subunits and three § subunits. Various experimental works have
shown that the y-subunit rotates with irregular dwells. A simple kinetic model of this paper explains dwells dur-
ing rotation as a result of the deterministic chaos. It is shown that the deterministic chaos occurs under the rate
constants close to the known experimental estimations. Time duration of dwells in the model are close to those
observed experimentally. Our model explains the known irregular occupancy of catalytic sites of F,-ATPase by
nucleotides.

Keywords: rotary motor F;-ATPase, kinetic model, deterministic chaos.

Kpucrannuueckne ctpykrypsl F-ATPa3sl onpe-
JIeJICHBI C BHICOKOII TOYHOCTBIO pa3pelicHUsI B IIpU-
CYTCTBUH PA3IMYHBIX JIMTAHAOB U 0e3 Hux [4, 5]. Tpu
CyOBEIUHUIIBI 0L U TPU CYOBEIVMHUIIBI 3 OpraHn30Ba-
Hbl B F, ajbTepHaTUBHBIM OOpa3oM BOKPYT LIEH-
TpajibHOI cyobeauHULbI y. Katanmutuyeckue LeHTpPh
F, mokanu3oBaHbl Ha cyObeauHULAX 3, U B JIO00i
MOMEHT BpeMEHHM pa3Hble LIEHTPbI HAXOIsSITCS B pa3-
JIMYHBIX COCTOSTHUSIX B XOJe KaTanu3a [5].

MonekynspHblii BpaiateabHbiit MoTop F-ATPaza —
BopopactBopumas yactb F,F -ATP-cuHTasbl, KoTO-
pasi CBSI3bIBAET TPAHCTIOPT MPOTOHOB Yepe3 OO0 U -
yeckre MeMOpaHbl C CUHTE30M WJIM TUAPOJIM3OM
ATP [1-3]. OtneneHHasa ot mMemOpaHbl F,-ATPa3za
runponusyeT ATP, nucrnonb3yss 3HEpruio TUIPOIM3a
TSI BpalllaTeIbHOTO M3MEHEHUSI KOH(OpMaIlu CBO-
ux cyobenunuil [3]. F;-ATPa3zy, BolieneHHYI0 U3 pas-
HBIX UICTOYHUKOB, MHTEHCUBHO M3y4aloT B BEIYIIIUX

JTabopaTOPHUSIX Pa3HbIX CTPAH CTPYKTYPHLIMU U OMO-
XUMH4ecKuMu MetogaMu. O630p 3THUX padboOT OITy0-
nukoBaH B 2010 . [3].

*311. moura: konfl @rambler.ru

Tiunponus ATP nanynupyeT BpallieHue LIeHTpajlb-
HOI CYOBENUHUIIBI Y U TIPUBOAUT K LUKINYECKOMY
M3MEHEHUIO KOH(GOPMAIIMOHHOTO COCTOSIHUSI CyOhb-
enuHu1 . [1pu BpameHnn cyObe TMHUIIBI Y BCE CyOh-
€IUHULIBI 3 U3MEHSIOT KOH(pOpPMAIIUIO B CAemyIOlIeit
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MOCJIENOBATENbHOCTU: PBrp (C BBICOKUM CPOJICTBOM K
ATP) — Bpp (c BeicokuM cpoactBoM K ADP) — Bg
(nyctast KoHdopmarus) [4, 5].

KuHeTnueckuii MeXaHOXMMMWYECKUMU MeXxaHUu3M
BpallareJbHoOro Katanusa 1 F, BnepBble npemio-
keH boitepoM ellle 10 yCTaHOBJICHUS KPUCTAJLINYE-
CKOM CTPYKTYpbl (hepMEeHTa Ha OCHOBAaHWUMU TOJbKO
TEPMOIMHAMUWYECKUX WM KMHETUIECKNX JaHHBIX [1].
Tem He MeHee, 3TOT MeXaHU3M B OCHOBHOM OCTaeTCs
MpU3HAHHBIM A0 cuX nop [3].

B 1997 . mexanun3M boiiepa Hales mpsiMoe Ioj1-
TBEpKAeHNE B BKCIIEPUMEHTaX Ha OJHON MOJeKyJie
[6], xorna BpailleHVEe LIEHTPATBLHOU CyOBeTUHUIIBI Y
HaOmonaiu B onTuueckuit Mukpockon. Ilo3nHee, B
2001 ., moka3aHo, 4TO KaxkJI0€e BpallleHUE CYObeTUHU -
1bl Y Ha 120° (IMOMHBIA KaTaTUTUYECKU LIMKIT) TIPO-
UCXOIUT ¢ “Tray3amu’” npu BpameHuun Ha 80 1 40° [7].

HetpuBuanbHoe BpalareibHoe moBeneHue F,;
MPUBEIO K MOIBITKE €ro MHTEepHpeTaluu ¢ MOMO-
11IbI0 pa3anMuHbIX Mojeneit [8, 9]. Haubonrbliee pac-
IpocTpaHeHUe Noaydmyiu Mmoaean Octepa U COaBTO-
poB [10], ocHOBaHHBIE HAa JOMYLIEHUU AUCKPETHBIX
MEXaHWYECKUX IBUXEHUI cyOobeanHULbl Y. OnHaKO
Kapruryc ¢ coast. [11] 3ametunm, ayro OcTep He HMC-
MOJIb3yeT BaXXKHBIX UJIeil, 3aJI0KEHHBIX B MEXaHU3Me
boiiepa [1]. Kpome Toro, B HegaBHUX padoTax [12]
nokaszaHo, uyTo F;-ATPa3a npoaoskaeT BpaiaTbcs B
MpaBUWIbHOM HAaIIpaBJICHUU MOCJE IOYTU IMOJIHOIO
ynaneHus cyobequHuipl y. CieaoBaTeabHO, HE0OX0-
JIUMO IIpUBJICUEHNE HOBBIX IIOJXOMOB, YYMTHIBAIO-
IIMX KOOIIEpaTUBHOE B3aMMOACUCTBUE CYObEeIMHUILL
[ B xone xaTanusa.

KuHeTnueckne Moaeau, YyYUTHIBAIOIINE KOOIIE-
paTMBHOE B3aUMOJEHCTBUE CyObeAUMHUI] [3, paHee
MPUMEHSUIM TOJIBKO IJIsI MHTEPIIpeTalliid paBHOBEC-
HBIX M HE 3aBUCSIINX OT BPEMEHU CTAlIMOHAPHBIX
maHHbIX [11, 13].

Mopenb, TIpelJIoXXeHHas B JAaHHOI CTaThe, BIEP-
Bble OOBSICHSET ITOSIBIIEHUE BO BpeMEHU HEperyJsp-
HBIX CTYIIEHEK Ha KWHETUYECKMX KpUBBIX Wi F, Ha
OCHOBE NPOCTOM KMHETUYECKOM CXEeMBbI, COIJIACYIO-
LIeicsa ¢ KITacCUYECKOM, NpeaioxeHHol boitepom.
Ona pa3zBuBaeT uuaeun padoThl [9], B KOTOPOIl 00BsIC-
HEHO ITOSIBJIEHME PETYJISIPHBIX CTyIIEHEK Ha KPUBOI1
HAaKOIUICHUSI IIPOIYKTAa BO BPEMEHMU JJIsl BpalllaTe)Ib-
HOro (pepMeHTa.

HeperyisipHOCTh MOSIBJIEHUST CTyIIEHEK, OOHapy-
JKeHHasl sKcriepuMeHTanbHo st Fi-ATPasei [14-18],
MbI OOBSICHSIEM CITOCOOHOCTBIO pacCMaTpUBaeMOM KM~
HETUYECKOM CXEMbI T€HEPUPOBATh TAK HA3bIBACMBbIA
“MeTepMMHUPOBAHHbBINA XaoC”, KOTOPBIA MOXHO Ha-
O101aTh KaK KaXKyIIUKACs clTydaiiHbIM HabOp aMIuIv-
TYA 1 4aCTOT KoJiebaHUl akTUBHOCTH ¢hepMeHTa [19].
B 3TOM citydyae HakoIUIeHUE TTPOIYyKTa BO BPEMEHU,
MPOIOPLUOHAIILHOE YMCIy BpallleHWil CyObeanHU-
LIl Y, IPOUCXOIUT CTYTIEHYAThIM 00pPa30M, CXOJHBIM C
HaOJII0JaeMBIM KCIIepUMeEHTaIBHO U1l F -ATPasbl.
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Puc. 1. CxemaTtuueckoe npeacTaBIieHre IBYX ITyTeil KaTta-
jm3a Ha F-ATPasze. HauanbHblil ONHOLIEHTPOBBINA IIyTh
cooTBeTcTBYeT cBsA3bIBaHUIO ATP B koH(pOpMamu Brp u
TUAPOJIM3Y B 0OpaTHOI peakiiMy (BO3MOXHO, 0€3 Bblae-
JeHus P;). Bropoit MHOrOLIEeHTPOBBILI ITyTh CBA3aH C I10-
BOPOTOM LICHTPaJIbHON CcyObeAMHMUIBI 7Y (TTOKa3aHa
CTpEJIKOI B LIeHTpe) nocienoBaTeabHO Ha 80 u 40° ¢ BbI-
nenenveMm nponykros P; u ADP. Ilocne 3aBepiueHus
LMKJIa C MOBOPOTOM Ha 120° mpouCXOIUT MOBTOpPEHUE

MHOTOLIEHTPOBOTO NyTU. Brp, Bpp, BE, BHc — KOHbOP-
Maluy TpexX CyObeANHUII 3.

INpemraraemast Momeab OOBSICHSIET 3aBUCSIIEE OT
BPEMEHHU Pa3JIMYHOE 3aIlOJITHEHUE KaTaJIUTUYECKUX
ueHtpoB F-ATPa3bl Hykji€eoTHIaMU, YTO MOMOTAET
pa3pelnTbh MHOTOJIETHUI CIIOP CTOPOHHUKOB “ IBYX-
ueHTpoBoit” [20] u “rpexuentpoBoit” [21] Moaenei
¢dynkunonuposanus F-ATPa3bl.

PE3VYJBTATBI NCCIIEJOBAHUA
Kunemuueckas modeav F;-ATPa3zot

MEBl paccMmarpuBaeM MOPOCTYI0 KHMHETHMYSCKYIO
MoJieJib BpalllaTeJibHOro Karaiu3a ¢epMmeHToM F-
ATPa3zoii, KoTopasi mojiyueHa MogudUKauei yxxe nu3-
BecTHbIX [11, 22]. Kunetnueckue monenu F,-ATPa3bl
MOCJIETHMX JIET, OCHOBAaHHBIEC Ha KJIACCUYECKOM MeXa-
Hu3sMme boiiepa, nMeoT HekoTopbie pasnuyusi. Ha
puc. 1 cxeMaTUuecKu U300pakeHbl OCHOBHbBIE CTa-
IVH, YCTAHOBJICHHBIC pa3HBIMM aBTOpaMu. MUHU-
MaJibHasl cxeMa Ipe/ICTaBIsIeT YCTAaHOBJIEHHOE K Ha-
CTOSIIIIEMY BPEMEHU COOTHOIIIEHUE MEXTY YTJIOM T10-
BOPOTa CYOBEAUHULIBL Y U XUMUYECKUMU CTAIUSIMU.
M300pakeHbl TpU CYOBEIMHUIIBI 3 B pa3sHbIX KOH-
(hopmalusIX U mepexoabl MeXIy COCTOSTHUSIMU, UH-
nynupoBaHHbIe cBs3biBaHWeM ATP. IlpencraBieHbl
cJIeyIolIne CTaauu:;

1. Hauaso peakuum — cBsi3piBanue ADP Ha cyObenu-
HuLEe Ppp. DTa cTagus Ha puc. 1 He TToka3aHa. Ipyrue
JBe CYOBEAMHUIIBI [3 TTPU TOM HaXOAsTCsI B KOHMOP-
Mausix Prp U Bg cooTBeTcTBeHHO [22]. CTpenka B
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LIEHTpPE TpUMepa I10Ka3bIBa€T OPUEHTALIUIO 1I€H-
TPAJIbHOMN CyObEAUHULIBI Y.

2. Csi3pIBaHUE TIepBOI MoJieKybl ATP mpoucxonut
C BBICOKUM CPOJACTBOM Ha CYOBEAWMHHUIIE Prp.

3. IlepBas cBsizanHass Mmoniekyna ATP moxkeT OBITh
ruaposrM3oBaHa 6e3 BpalleHus: CyObeIMHUIIbI Y B TaK
Ha3bIBAEMOM “OHHOLIEHTPOBOM ruaposmse” [23]. B
0CBOOOUBIIIEHCA CYyOBEMUHUIIE [31p MOXKET OCTATHCS
CBS3aHHBIM HeopraHudeckuii docdar P; [23].
OcraBiuiics NpoayKT P; moka3aH 3Be310YKOIA.

4. CBsi3eiBaHMe BTOpoii MoieKyJbl ATP B KoHpopMma-
MU B TIPOUCXOIUT C MEHBIITUM CPOJICTBOM (OTpH-
HaTeJxbHas KoonepaTUBHOCTH [11]), ITOCKOJBKY 3TO
CBSI3bIBAHUE COMPSKEHO C TOBOPOTOM CYOBEAMHMULIBI
v Ha 80° (Ha puc. 1 MOBOPOT MOKa3aH MPOTUB YaCO-
Boii cTpesiku). [Ipu cBSI3bIBAHUM BTOPOI MOJIEKYJIbI
ATP xoHdopmanms Py n3aMeHsercs Ha Pyc (Tak Ha-
3pIBaeMasl moJjry3akpbitass KoHpopmauus [22]). ITpu
noBopote Ha 80° Takxke MpoucxXoauT ruapoiaus ATP
Ha CyObemUHULIE Prp.

5. Ilocie cBs3piBaHMsI BTOpoii MojeKyabl ATP mpo-
WCXOMUT OTHOCUTEIbHO MEJICHHBIN TTOBOPOT CYOb-
enuHullbl ¥ Ha 40° (Ha puc. 1 MOBOPOT MOKa3aH Bep-
TUKAJIbHOW CTPEJIKOIA k). laHHBIA TIOBOPOT COMPO-
BOXIAeTcsl M3MEHEHHEeM KOH(MOpMAIlMU BCEX TpeX
CcyoBemUHUIL 3.

6. Ilocie cymmapHoro mmosopota Ha 120° mociemoBa-
TeJIbHO 00pa3yioTcs npoaykThl P, u ADP, u ¢pepmeHT
TOTOB K HOBOMY KaTJTUTUYECKOMY ITUKITYy B TaK Ha3bI-
BacMOM “MHOTOCYOBEIMHNYHOM KaTaiuse” [23].

OTMeTuM, 4TO “OJHOLICHTPOBBIN KaTaau3” B Ha-
1Ieil cxeme, TIpeJCTaB/IeHHOUN Ha puc. 1, He sBisieTcs
HE3aBUCUMBIM OT 3aHSTOCTU APYTMX KaTATUTUUYECKUX
LIEHTPOB (bepMeHTa HYKJIECOTUIaMM, KaK 3TO TIPero-
naranu B psige pa6ot [23]. Bce dpepMeHTHBIE (DOPMEL
CBSI3aHbl YCJIOBUEM COXpaHEHUs OOllleil KOHIIEHTpa-
u ¢pepmenTa. [ToaToMy CKOpOCTh OTHOLIEHTPOBOTO
KaTaju3a MOXET OKa3aThCsl MaJlol M3-3a Majoil KOH-
LIEHTpallMU TuApoau3upytolleit Gopmel hepMeHTa, a
HE M3-3a MAJIO KOHCTaHTbl CKOPOCTH TUIPOJIU3A.

Hexkoropeie Mmogenu F;-ATPa3bl He yyuTbIBatoT
KOOIIepaTUBHOCTD I1pu cBsi3biBaHuu ATP [22]. B Ha-
e MOIeJIN, TaK Ke KaK M B HEKOTOPBIX apyrux [11],
KoomnepaTuBHoe cBs3biBaHue ATP nMmeet pelnaroliee
3Ha4YEeHUeE JJIs1 UHTEpIIpeTallui HeTPUBUAJIbHOIO K1~
HeTudeckoro nopeneHus F-ATPa3bi.

JJ1s1 KOJIM4ecTBEHHOTO aHajiru3a Mbl MpeacTaBis -
eM cxeMy B (hopMaI30BaHHOM BU/IE:

k ko 1[S] k. »[S] k
Xy = by3 [S]y,——~[S]. ()
kp ky

Ha cxeme (1) BHavase rmoka3zaHa MHULIMMPYIOIIAS
cranust (KOHCTaHTHI k., k_). JIBe mociienoBarebHbIe

TOJIBAIUTENH u np.

cragnu cBg3bpiBaHUsS cyocTpara ATP oopatumel. I1o-
JIYKPYIJIbIE CTPEIKU M300pakaroT ABE JTUMUTUPYIO-
1Me craauu Kataiausa (kp — OQHOLIEHTPOBBIN KaTa-
73, k, — MHOTOLIEHTPOBbIN Katanu3). [TokasaH Takxke
TIIPUTOK CyOCTpara k M3 pereHepupylolieil CUCTEMBI.
3necy x; = |E;] /|E]l,i=0, 1, 2, 3 0603Ha4a1oT HOp-
MHUPOBAaHHBIC KOHILICHTPALIMK Pa3IUnIHBIX (popM dep-
MEHTa, CBsI3aHHBIE COOTHOIIEHMeM OamaHca, [E] =

= Z [E,;] — cyMMapHas KOHLIeHTpalus hepMeHTa:

1

(2

Xo+x +x,+x;=1.

Ecnn MBI MHTEpHpeTUpyeM 3KCIIEPUMEHTBI 1O
OJIHOM MoJIeKyJie hepMeHTa [6], TO TepeMeHHBIE X;
MOPEeICTABIISIIOT He KOHLEHTPALMU, a BEPOSITHOCTHU
Pa3IMYHBIX COCTOSIHUN pepMeHTa. KmHeTnueckue
ypaBHEHUSI B 000X CJIy4asiX UMEIOT OJMHAKOBBIN
BU.

Ha cxeme (1) B 1BHOM Bue IMoKa3zaHa UHULIMUPY-
olas ctaaus oopatumoro cBs3biBaHus ADP (KoH-
CTaHTBI CKOpPOCTHU k, U k_). JIBe TociienoBarebHbIe
ctaguu cBs3bIBaHUS cyocTtpata ATP Ttakke oOpaTm-
MbI (KOHCTAHTbI CKOPOCTH k|, k_; i1 IEpBOIA CTa-
v U k., k_, 17151 BTopoit). Ctamaus kpoTpaxaer “oi-
HOILIEHTPOBBIN TUAPOJIN3”, CTAnusl Kk, COOTBETCTBYET
JIMMUTHUPYIOILIEMY BPaIlIEHUIO C MTOCAEAYIOIINM ObICT-
pbIM BblAesieHUeEM poayKToB P; 1 ADP, kak mokazaHo
B paborax [22, 23].

Ha cxeme (1) Takke oTaeabHO ITOKa3aHa CTagus
MpUTOKA cCyOCcTpaTa M3 pereHepupyIomeil CUCTEMBbI
(cranus k). Ilputok cybcTpaTa, NpUMEHSIEMbII B
OOJBIIMHCTBE SKCIEPUMEHTOB, HMMEET BaXXHOE
3HayeHne. OTCYTCTBHUE €TO B KWHETUIECKUX MOJIE-
JISIX 00eTHsIeT OIyOJIMKOBaHHBIN paHee [22] KuHe-
TUYecKnii aHamm3. TOJIBKO C y4eTOM BHEIIHETO
npuToka cyocrpara cxema (1) momyckaeT BO3HMUK-
HOBEHHE He3aTyXalolMX KOJeOaHWil aKTUBHOCTH
depmenTa [9].

B manno#1 paboTe BriepBbIe TOKAa3aHO, YTO HaIlla MO-
JIeJIb TOITyCKAaeT HE TOJIbKO PEryJisipHbIe, HO U HEpery-
JIIpHBIE KOJIeOaHMSI aKTUBHOCTU (pepMeHTa, YTO TPU-
BOIUT K HEPETYJISIPHOM CTYIIEHYaTOCTH, OOHapy>KeH-
HOW BKCIepUMeEHTaNbHO B KuHeTrke F-ATPaszbr [3].

Yucaennoe peuileHue KunemuiecKux ypaenenmi

Crenylomme KMHETUYECKME YpaBHEHUS, COCTaB-
JIEHHbIE B COOTBETCTBHUM C 3aKOHOM JEHCTBYIOIINX
Macc, KOJIMYECTBEHHO XapaKTepu3yloT KUHETUIECKOE
noBeneHue cxemsl (1):

MOJIEKVYIIAPHAS BUOJIOTUA Ne 5
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dx,
— =k(d-x —x,—x3)—k_x —
it ( 1~ Xy —X3) 1

— ko [Sh; + (k_y + kp)x,,

d
% = kIS — (k_y + kp)xy — kolShx; + (k- + k,)xs,
3)
dx;,
= = k,,[S]x, — (k_, + k,)x3,
i 2[She, = (k_, Y) 3
1 d[S]
— ===k — k|ISlx, + k_1x, — k,[SIx, + k_,x;,
[E]dt 1[]1 112 2[]2 243

Xg=1-x; —x, — x3.

Mpbl pemianu ypaBHeHUSsT (3) ¢ MCITOJb30BaHUEM
BBIYMCIINTENIbHOM mporpamMmMmbl DBSolve [24]. O6pa-
30BaHUE TIPOAYKTa, JMMUTUPYEMOE BpalleHUEM
CyOBEJIMHUIIBI Y C KOHCTAHTOM CKOPOCTH K., TIPU MH-
TeTPUPOBAHUU TPOTIOPLIMOHAJIBHO YMCIy 000pPOTOB
BpallleHUs Y cyObeauHulbl. HakorieHue npoaykra
BBIYUCJISIY C MCITOJIb30BaHUEM ypaBHEHUS (4):

1 d[P] _
[E] ar 7
] t P 4
MOJIb
== |k x.dt L
[E] Iy } (MOHBFI
0
Haqa.anbIe YCJI0OBUA:
x =05 x=x=0, [S]=2x10"*M,
| ) = X3 [S] )

[E]=10"" M.

BenuunHbl KWHETMYECKUX TTapaMeTpoOB BbIOMpa-
JIM TaK, YTOOBI MOJIyYUTh HEPETYJISIPHBIE CTYNIEHbKU
Ha KpUBOM HAKOIUICHUS MPOAYKTa, OJM3KHUE K IKC-
nepuMeHTaIbHbIM [16—18]. KoHcTaHTHI k., k_, Xa-
pakTepusylolue obparumoe cBsa3bpiBaHue ADP, u
koHcTaHTa k/[E] = 10 ¢!, 0603HaYeHHAad B ypaBHe-
HUMU 4 Kak k, onuckIBaroiiast mpuTok cyoctpara ATP
B CUCTeMY, OLICHEeHbI B Hallleli TIpeIIecTBYIOIIeH pa-
6ote [9]. [TocKoJIbKY B cUCTEME MMPOUCXOAUT pereHe-
pauust ATP, 3Hauenme konueHnTpaumuu ADP B cucre-
M€ MBI TIperoaaraiu 0JIM3KUM K ITOCTOSTHHOMY 3Ha-
yeHuto. [ToaToMy KOHcCTaHTa k, BKJIIOYAET B ceOs
OpUOJIMKEHHO MOCTOSIHHYI0 KOHLIeHTpaLuo ADP. B
COOTBETCTBUU C HAILIMMU OLleHKaMu [9]

k,=5x10" ¢, k. >3c¢”", k=10c".

KoHcraHTa k. | xapakTepusyeT cBs3biBaHre ATP B
KaTaIMTUYECKOM LIEHTPE C BBICOKMM CPOJCTBOM. B
psae padort [7] BennunHa k| yKa3aHa paBHOM: k| =
=3x10'M" ¢,

KoHcraHTa k., BKIIIOYaeT OTHOCUTENIBHO MEIJICHHOE
BpalleHue CyobeIuHULIBL Y Ha 80° 1 MeIJIeHHbIA TUAPO-
3. [Tostomy MbI BeIGMpaem k., = 5 x 10* M~ ¢!, Ha
cxeme (1) TToKa3aHBI OOpaTHBIE CTAagWM IIpoliecca
cBsI3bIBaHUS cybcTpata (k_;, k_,). DT KOHCTaHTHI B
JIMTEepaTrype OOBIYHO YKa3bIBAIOTCSI MAJIIMU 110 BEJIU -
Ne 5 2012
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Puc. 2. CryneHuyaroe HakoOIUIEHHE MPOIYKTa, PACCUMTAHHOE
o ypaBHeHUsIM (3, 4). KoHcTaHThl ckopocTu: k = 10 cfl,
ky=5x10"2c k. =6c¢" kyy=3x10" M~ ¢,
kiy=5x10*M~1c k1 =0.007c ! k y=2c"" kp=
=100c ! k,=10c".

yuHe (~1073 ¢7!). B HekoTOphIX paboTtax [23] ykasa-
HBI Apyrue BeauduHsl (6onbue 1 ¢!). Mbl BeIOpain
BenuuHbl k_; = 0.007 ¢, k ,=2c¢L.

KoHcTaHTa kp Ha cxeme (1) xapakTepusyeT “of-
HOILIEHTPOBBIN ruapoans”. B coorBeTcTBHU ¢ pado-
Toii [23] kp =100 ¢! mu kp > 100 ¢~!. Manas “oaHo-
IEeHTpoBasA” KaTaJInTU4IecKass aKTUBHOCTb MOXKET
OBITh CBSI3aHa C MaJIOl BEJIMYMHOM X,. U3BecTHO [25],
YTO aKTUBHOCTb F; CTaHOBUTCSI 3aMETHOI TOJIBKO
TP OBICTPOM 3aITOJTHEHUH CyOCTPaTOM TPEThEeTo Ka-
TATMTUIECKOTO 1IeHTpa (T.€. TIPH YCITIOBUH X5 > X;).

Komcranra k, BBeneHa B paborax [22, 23] u xapak-
TepU3yeT MeIJIEHHYIO CKOPOCTh BpallleHUs CyOheIm-
HUIIBI Y. B COOTBETCTBUU C JTUTEPATypPHBIMU JTaHHbBI-
MU MbI BBIOpaIM BEIMUYKHY k, =10 c L.

Pemenue ypaBHeHui (3, 4) mpu yKazaHHBIX BeJIU-
YMHaX MapaMeTpoB JaeT HAKOIUIEHUE MPOAYKTa BO
BpeMeHU, u3obpaxkeHHoe Ha puc. 2. KuHernueckas
KpUBasi Ha HEM TTOKa3bIBaeT pa3jnyHbIe 110 JJIUTEb-
HOCTU CTYIeHbKM (T1ay3bl), MOJOOHBIE HabJI0IaB-
IIMMCcsI 9KcnepuMeHTaIbHO [ 18]. HeperynsipHocTu Ha
pHC. 2 CTAaHOBSTCS 00Jiee 3aMETHBIMU TIPU N300paxke-
HUM pe3yJIbTaTOB pacueTa B IPyruX KOOpAUHAaTaX.

Ha puc. 3 mokaszaHo noBeaeHUE TPAaCKTOPUIA JaH-
HOWM cucTeMbl B ()a30BOM MNPOCTPAHCTBE MEpPEMEH-
HBIX (X,, X3). BUIHO, 4TO MocJe npeacTalimoHapHOTo
W3MEHEHMUS IEPEMEHHBIX X,, X3 (ITPEACTAllMOHAPHOTO
“BbIOpoca” [22, 23]) cuctemMa BBIXOAUT Ha OJIM3KUeE
npeaeabHble UMKIBL. Puc. 3¢ mokaspiBaeT M3MeHe-
HUE NpelebHOro LukKiaa B TedeHue 60 c, a puc. 36
MOKa3bIBaeT UBMEHEHUE TPeJebHOTO 1IMKJIa B TeUe-
Hue 150 c.

HM3MeHeHMs TIpeaeTbHBIX IIUKJIOB O3HAYAIOT M3-
MEHEHUS YaCTOTHI M aMIUTUTYIbLI KOJIeOaHMiA B OTIpeie-
JIEHHBIX TIpelesiaX, CBOMCTBEHHBIX TAK Ha3bIBAEMOMY
“aeTepMuUHMpOBaHHOMY Xaocy” [19]. B ormiuuue ot
OOBITHOTO TITyMa AeTEPMUHHMPOBAHHBIN XaoC XapaKTe-
pu3yeTcsi HEKOTOPHIMU 3aKOHOMEPHOCTSIMHU [19].

8*
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Puc. 4. HeperynsipHoe 3amoiHeHHe TPEThEro LEHTpa X3,
paccurTaHHOE 110 ypaBHeHUsIM (3). YcroBus Kak Ha puc. 2.
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Puc. 5. KpaTrkoBpeMeHHO€ 3aT0JIHEHME TPETHETO LIEHTPa
X3 C UBMEHEHHOM KOHCcTaHTOoi kp = 200 ¢ . OcTayibHbIe
KOHCTaHTBI KaK Ha puc. 4.

I[lp BBHIOpaHHBIX BeIWYMHAX ITApAMETPOB HE-
OoJblIMe pa3auuMs B IJUTEIBHOCTU CTyIEHEeK Ha
puc. 2 TogoOHbBI BKCIIepUMeEHTaIbHbIM [ 15, 18]. DKc-
nepuMeHT [15, 18] mokas3bIBaeT, YTO IJIUTEIBHOCTh
“may3” cocraBiser 1-2 c.

TakuMm o6pa3om, cxema (1) U COOTBETCTBYIOIINE
el KWHeTUYEeCKHNEe YpaBHEHUSI CITOCOOHBI OOBSICHUTD

TOJIBAIUTENH u np.

BO3HMKHOBEHME HEPETYISAPHBIX IO IJIUTEJIbHOCTH
CTyNeHeK Ha KWHETUYEeCKOU KpuBoii (puc. 2). Haie
OOBsICHEHUE He TpeOyeT INPUBJICYEHUSI TUIIOTE3 O
CTOXaCTU4ECKOM IUCKPETHOM MEXaHMYECKOM IBH-
KeHuM aetaneit Moiiekyiisl F -ATPa3bl. Bece xumuue-
CKUE CTaJUU 3TOM CXEMBbI JOCTOBEPHO YCTAHOBJIEHBDI.

Hepeey/mpuoe KonebameavHoe 3anoanenue
Kamaaumu4ecKux ueHmpoe

HeperynsapHbIM cTynieHbKaM Ha pucC. 2 COOTBET-
CTBYET HEPETYJISIPHOE 3aIlOJIHEHME KaTaJIMTUYECKUX
ueHTpoB F -ATPa3bl nurangamu. Ha puc. 4 nokasa-
HO PacCUYMTAaHHOE 3aIIOJIHEHUE TPEThETO LEHTPA (X3)
JUTSI TeX K€ BEJIMYMH MapaMeTpoB, YTO M Ha PUC. 2.

BunHo, 9To aMmIuMTyna KoJjiebaHuit Ha puc. 4 Me-
HsIETCsI CJIy4ailHBIM 00pa30M, HO He BBIXOAUT 3a IIpe-
nenbl obnactu 0.18 < x;3 < 0.24. [lepuon konebaHuii
TaKKe He BBIXOOUT U3 OIpeIeIeHHONM 00acTh 3Ha-
YeHUM.

DKcnepuMeHTaIbHOEe HabJIIofeHe 3aBHCHUMOTIO
OT BPEMEHMU 3aMOJHEHUS KaTAIMTUYECKUX LIEHTPOB
F,-ATPa3bl B x01€e KaTaan3a OCyIlIECTBIEHO BIIEPBbIE
B 2010 . [26]. 3amosHeHNE TPEThEeTO IeHTpa OBLIO
KpPaTKOBPEMEHHBIM U OBICTPO yMEHbIIAJOCh [26].
3aBUCUMOCTDb X;(7), TOAOOHYIO 3KCNEPUMEHTATIbHOMN
[26], MBI OJTYYMITV TP YBEJTMYEHUU KOHCTAHTBI CKO-
poctu kp (kp= 200 ¢! BmMecTo kp = 100 ¢! Ha puc. 4).
IMTonyyeHHast B pe3yabTaTe pelieHus1 ypaBHeHU (3)
KpMBasi IpejcTaBjieHa Ha puc. 3.

Ha puc. 5 3anoiHeHne TPEThero KaTaJuTU4ecKo-
TO LIEHTpA (X3) MPOUCXOAUT KPAaTKOBPEMEHHO U UMe-
€T XapaKTep 3aTyXaloLIMX KoJIeOaHW IT0JO00HO TOMY,
KakK 3TO HaOJIOJaJld METOIOM TYHISHHUS Qiyopec-
ueHuuu tpunrodana y F;-ATPa3sel. Tyuienue diayo-
pecueHIM Habmonaau B TpucytctBuu ATP wnm
ADP, oHO mocTUTao TTOCTOSTHHOTO YPOBHS B Tede-
Hue 100 ¢ [26]. ABTopHI [26] 1TOKa3aIM, YTO HAGIIOAA-
eMoe TyLIEeHHEe TPOIOPIMOHAIBLHO 3allOJHEHUIO Ka-
TanuTnyeckux 1eHTpoB F;-ATPa3bl. Ucnonb3zoBaH-
HBIM aBTOpaMM MyTUPOBaHHbIN (hepMEHT, BOBMOKHO,
obnaman OoJibllIeld OJHOLIEHTPOBOU aKTUBHOCTHIO,
YyeM HaTUBHBII. M bl yBeJIMYMJIU KOHCTAHTY kp, HAXO-
ISICh B paMKax WM3BECTHBIX 3HAYEHMU KOHCTAHTHI
CKOPOCTH OJHOILIEHTPOBOTO ruapoau3sa [23].

HeperyasipHOCTb 3aloOJIHEHUSI TPEThero KaTaau-
tuyeckoro neHTtpa F;-ATPa3sbl cBuaeTenbcTBYeT O
CIIPaBEIJIMBOCTU KaK “mByxiieHTpoBoii” [20], Tak n

“rpexueHtpoBoii” [21] moneneit F-ATPa3sbl.

OBCYXIEHUE PE3VYJIBTATOB

Mopnenb F-ATPa3bl, cxemaruyecku IpeacTaB-
JIeHHas1 Ha puc. 1, comepXuT ABa pa3jIU4YHbIX IMYTU
KaTtamm3a. OOuH IyTh IIPOTEeKaeT Yepe3 OJNH KaTajl-
TUYECKUI LIEHTP B KOHdopMaiuu Brp 6e3 BpalleHus
CyOBEAUHUIIBI Y. DTOT ITyTh B IUTEPATYpe HA3bIBAIOT
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HEPET'VJIAPHBIE KOJIEBAHUA AKTUBHOCTH

“ogHOIIEHTPOBBIM THapoan3oM” [23]. U3BecTHO, YTO
MaJIyl0 CKOPOCTh OTHOLIEHTPOBOTO THAPOJIM3a MOXK-
HO OOBSICHUTHL TEM, UTO J0JIsI (hepMEHTa, yIaCTBYIO-
IIETO B HEM, He3HAUUTE/IbHA. YuacTue pepMeHTa B
“MHOTOLIEHTPOBOM TUAPOJIM3€” YMEHbIIAET IOJI0
“ONHOLIEHTPOBOTO TUApoaM3a”. MHOroLeHTPOBOI
TUIPOIN3 00pa3yeT BTOPOI MyTh KaTaln3a ¢ y9acTh-
€M BCEX TPEX KAaTAJIUTUYCCKUX LICHTPOB.

IIpucyrcTBHE NBYX MyTeit KaTajiM3a — HEOOXOmM1-
MO€ YCJIOBUE KOJIe0aTeTbHOTO MOBeAeHUST (hepMeHTa
[9, 27-29]. Ha KpwBOIf HAKOIUICHUS IIPOAYKTa BO
BpeMeHMU KoJiebaTeabHast KWHETUKA MPUBOAUT K BO3-
HUKHOBEHUIO CTyTIEHEK (pUC. 2), peTUCTPUPYEMbBIX B
pa3IMYHBIX 3KCIIEpUMEHTAJIBHBIX padoTtax [3].

Kpome Toro, 1151 BOSHUKHOBEHMSI KOJeOaHUN KU-
HeTUYecKasl cxeMa JI0/KHa BKJII0YaTh CTAAUIO 3aJ1ePXK-
Kk [9]. B HallieM ciydae 3aaepxkka o0ycaoBIeHa Me/l-
JIEHHBIM OOpaTUMBIM CBsI3bIBaHUEM TIpoaykTa ADP.

Panee MBI mokazaiu, 4To HeoOXoauMast 1151 KOJie-
0aHMi1 3aAepKKa MOXET HPOMCXOAUTb U IPYTUMU
criocobamu. B yacTHoCTH, TIpeaBapUTEIILHOE CBSI3bI-
BaHue ATP, paccmorpeHHoe Kapmiycom U CoOaBT.
[11], Takke MOXeT MHOYyLUHMPOBATh KOJeOaTeIbHOE
noBeaeHue [27]. dyran u coaBT. [18] ompenenstior
CTaIMIO 3aJIeP>XKKU B BUAE 0OpaTUMOTO MHTMOUpPOBa-
HUSI IPOMEXYTOYHOT'O COCTOSIHUS (hepMEHTa.

KuneTtnueckast Moaenb, pacCMOTpEeHHasi B laH-
HOW CTaTbe, MO3BOJISIET MOJYYUTh JOCTATOUHO JJIN-
TeJbHBbIE May3bl (~2 C€) Ha KWUHETUYECKOW KPUBOU
(puc. 2). HemaBHO MMEHHO TaKue Tay3bl OOHapyxke-
HbI BKCIEpUMEHTAIbHO. VX MJIMTEIbHOCTh aBTOPHI
padoThI [18] 0OBSICHSIOT MPUCYTCTBUEM B KUHETUYE-
CKOM cxeme CTaauu 3aAepkXKu. MBI J1aeM Takoe Ke
00BbsICHEHNE, HO C MPUBJIEYEHUEM JPYTroi CTauu 3a-
JIEPKKU.

HawnbGoiiee mHTpUTYIOIIEee Ha HAIll B3IJISIA B pac-
CMOTPEHHOW MOJIEI — BO3HUKHOBEHUE HEPETYJIsIP-
HOCTH T1ay3 BO BpalllaTeJbHOI KuHeTukKe. CToxacTu-
Ky nay3 Bo BpauieHuu F;-ATPa3bl HaOmonanu Bo
MHOTHUX akcrepumenTax [15]. HeperyasspHocTh Ko-
JiebaTeIbHOrO TOBEAEHUS MOXET BO3HUKHYTh 0€3
BOBJICUEHUSI BHEIIHUX CJydyaillHbIX IipoiieccoB. B
3TOM CJIydae OHa Ha3bIBaeTCsl JETEPMUHUPOBAHHBIM
xaocoM [19], KOTOpbIii MOXET OBbITh JIETKO UIEHTU-
¢duLmpoBaH 1o (pa3zoBbIM MOPTPETaM, KakK 3TO TTOKa-
3aHO Ha puc. 3a u 36.

IIpy wusMeHeHUM KUHETHMYECKMX IapaMeTpOB
BMECTO JETEPMUHUPOBAHHOI'O Xa0Ca MOTYT OBITh I10-
JIy4eHbI YCTOMUYMBBIE KOJIeOaHus (OIVH TpeaebHBIN
IIUKJI), KaK IT0Ka3aHo B Halleil padote [9].

Ddusnonornyeckoe 3HaUCHUE Xaoca ellle HeJoCTa-
TOYHO U3y4eHO. SICHO, YTO Xaoc JaeT 1eTePMUHUPO-
BaHHOM CHCTEMe BO3MOXHOCTb MMETh OIIpele/ICH-
HBII pa30poc KoyebdaTeIbHOTO moBeneHus. Pa3opoc
KoJieOaTeIbHOTO MOBEACHUSI B OMpPEAeJICHHbBIX Mpe-
JieJlax MOXeT UMETb afarTuBHOe 3HaueHue [19], xa-
pakTep MOBEIEHUsI CUCTEMbI COXpaHSIETCS MpPU Ma-
JIBIX BO3MYILIECHUSIX.
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B nHamreit Mogenm neTepMUHUPOBAHHBIN Xa0C SIB-
JIIeTCST  CJICACTBUEM JOIOJHUTEIBHBIX OOpaTHBIX
CBsI3€ii, BOBHUKAIOIINX M3-3a OOPAaTUMOCTH CBSI3bI-
BaHUS cyoOctpata. TakmMm oOpa3oMm, 0OOpaTUMOCTH
CBSI3bIBaHUSI CyOCTpara MOXET UMETh (hU3HOJIoruye-
ckoe 3HayeHue. M3BectHo, uto F;-ATPa3a B koMruiek-
ce ¢ F, yuacTByer B mpoliecce TpaHCAYKIIMY 3HEPTUU
[3]. O6opoTy y-cyobeauHUIILI Ha 360° COOTBETCTBYET
TpaHCHOPT Yyepe3 MeMOpaHy MutoxoHapuu 10 mpo-
TOHOBY E. colin Bacillus PS3, 11 —y Ilyobacter tartar-
icus n Propionigenium modestum, 15 —y cuHe3eJIeHbIX
Bojopocieit Spirulina platensis, T.e. B cpenHeMm 3.3—
5 MPOTOHOB  MPUXOIMUTCS HA CHUHTE3/TUAPOIU3
1 mosexynel ATP [3]. ITo-BummMoMy, pasiandyue co-
OTHOIIIEHUI — pe3yJIbTaT aJanTaluyd K HEOTMHAKO-
BBIM (pM3MOJIOTMYECKIM peXXrmMaM [ 3], 1 OHO oTpaxka-
€T XapaKTepHble MeXaHU3Mbl perymsinuu. IlomydeH-
Hasl B Hallleii paboTe HEPEryIsIpHOCTb MOSIBJICHUS
CTYMEHEeK — MPOosIBJIeHUE “IeTepPMUHHUPOBAHHOTO Xa0-
ca” — HaXOAUTCSI B COOTBETCTBUU C SKCIIEPUMEHTAIIb-
HBIMM JAaHHBIMM, HEe TpeOyeT IJIST CBOETO OOBSICHEHMS
MPUBJICYCHUs] TUTIOTE3bI O QIIYKTyaluu H3uMa [3], u
€€ MOXXHO paccMaTpMBaTh KaK JOITOJHUTEIbHBINA Me-
XaHM3M PeTYJISIIUY TPaHCIIOPTa IIPOTOHOB.

MpbI nipearojaraeM, 4YTo pereHepupoBaHHbBIN Cy0-
CTpaT BO3BpalllaeTcsl B CUCTEMY B BUIe MPUTOKa k. B
CBSI3U C BTUM MOXHO AOITYCTUTh CYIICCTBOBaHUE
pacxoxXaeHus B TOBEACHUU MOJIEIMPYEMOIi CUCTEMBI
U 9KCIHepUMEHTAbHOU. OmHAKO eCciu IIPearoio-
KUTh, 4YTO B 3KCIIEPUMEHTAILHON CUCTeMe Iojaada
BOCCTAHOBJICHHOTO CyOCTpaTa U3 pereHepupylolieit
CHCTEMBI B TeUeHIE HEKOTOPOTo BpeMEHHU OYAET Ipo-
HUCXOIUTH B (hOpMe TTOCTOSIHHOTO ITPUTOKA, TO B 3TOM
cJlydyae B COOTBETCTBUU C MOJE/bIO JOKHBI HAOJIIO-
JaThCsl KOJIEOaHMs KOHIIEHTpaIUK1 cyocTpara.

Cxema ¢ TIOCTOSTHHBIM IIPUTOKOM CyOCTpaTta 1mo3-
BOJISIET BOCIIPOM3BECTU KaK IJIUTEIbHOCTh OCTaHO-
BOK BpallleH!sI, TaK 1 HAOJII0JaeMyI0 B SKCIIEpUMEH -
Te HEPETYISIPHOCTDb UX ITOSIBJICHUSI 0€3 IMPUBJICYCHUST
ruroTe3bl [3] 0 CToXacTUYEeCKOM JIMCKPETHOM MeXa-
HUYECKOM JIBVXKeHUM AeTaneit Mosiekyibl F,-ATPa3zbi.

B ormmune ot m3BecTHBIX Modeliei [22, 23] Hama
YUUTBHIBAET PEAIMCTUUYECKOE YCJIOBUE MPUTOKA CYO-
CcTpaTra W TIO3TOMY MOXET OBITh MCIIOJIb30BaHa ISt
YTOUHEHMS KMHeTUu4Yeckoro mexanusma F-ATPa3bl.
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