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Ecau 6b1 044 onucanus KAemKu HamM RPUUIOCh 8bIOUPaAmMb
MeAHCOy 08YMS KPATHUMU MOOCAAMU — UACOBBIM MeXd-
HUSBMOM U 20MO2EHHOU XUMUYECKOU peaKyueil 6 2a30601
haze,— 600D Obl1 Ob OOHOZHAUEH: KACMKA HECPABHEHHO
OaudCce K UACOBOMY MEXAHUZMY, YeM K YUCMO cmamu-
cmuuecKoll cucmeme.

JLA. Baromendesb [1]

ATD-cunmasza — 2mo 6eAUKO0ACNHAA MOACKYAAPHAA
MawiuHa... Bee ghepmenmor npexpacuvi, Ho ATO-cunma-
30 ABAAeMCA OOHUM U3 CAMBIX KPACUBLIX, CAMBIX 8AIC-
HbIX U YOUBUMEALHBIX (fepMEHMO8.

P.D. Boyer [37]

1. BBeaenne

IMousitre "MoJieKyJIsipHbIE MalllMHBL", MOsSBUBILEECS GoJice
35 et Hazan, B 70-e ronbl XX B. [1], cTaio o01enpuHSATHIM, B
HacTosIIee BpeMsl OHO HMPOYHO YTBEPAMJIOCH B HAYYHOM
mutepatype [1—27]. MoaekyaspHas MaliwHa SIBIISIETCS
MaKpOMOJIEKYJISIPHBIM YCTPOMCTBOM, KaK MPaBUIIO, TPUPO/I-
HOTO TPOMCXOXICHHS (HAPUMEpP, MOJIEKyJIa OejKka HJIH
OEJIKOBBII KOMILJIEKC), KOTOPOE OCYIIECTBIISET Mpeodpaso-
BaHHE XUMHYECKOH SHEPruy B DHEPrUI0 HAMPABJICHHOI'O
JIBIKEHHSI MaKPOMOJIEKYJT UIH UX OTACJIbHBIX (GPArMEeHTOB,
TIEPEHOC MOJIEKYJI M HOHOB Uepe3 OMOoJIOrmIecKrue MeMOpaHbI
u T.1. (CM., HanIpuMep, HegaBHUEe 0030pbI [7—16], a Takxke
opuruHaibHble craTbu [17—-28]). IIpencrasnenue o pepmen-
Tax Kak 0 HAHOPa3MEPHBIX MOJIEKYJISIPHBIX MalllHaX MOJ-
pasyMeBaeT CYyLECTBOBAHME B HHX CPAaBHHUTEIHLHO HEOOb-
IIOTO YHCJIA BBIJACJICHHBIX (MEXaHMYECKUX) CTENeHeH CBO-
0OMIbI, CBA3AHHBIX C COTJIACOBAHHBIM JIBI)KEHHEM TPYII
ATOMOB WM C HAJIMYMEM IOABIXKHBIX (pparMeHToB [1-3,
29, 30]. 91O 0O3HAYAET, YTO OTACIbHBIC YacTH OeJika WJIH
0eJIKOBOr0 KOMILIEKCA MOTYT pacCMaTpHUBATLCS KakK dJe-
MEHTBI MAaKPOMOJIEKYJISIPHOTO YCTPOICTBA, MOTOOHBIE AeTa-
JISIM MaKpPOCKOITMYECKAX MAIIINH U MEXaHU3MOB.
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C Touku 3peHus (puszmka, riIaBHOH OCOOEHHOCTBIO MO-
ACKYAAPHBIX Mawiun u mexanusmos (MMM) sBisieTcst co-
YeTaHUEe B HUX MEXAHUUECKUX W CHAMUCIUYeCKUX CBOWUCTB
[1-3, 29-32]. Mexanunueckue coiictBa MMM omnpene-
JISIFOTCST KPYIMHOMACIITAOHBIMHI CTPYKTYPHBIMH TIEPECTPOTi-
KaMH MAaKpOMOJIEKYJI B pe3yJbTaTe MABIKEHUN CpaBHU-
TeJbHO KPYMHBIX (HPArMEHTOB OEJTKOBBIX MOJICKYJ BIOJb
HeOOJIBIIIOTO YUCIIA BBIICJICHHBIX cTereHel cBoOoabpl. Cra-
TACTHYEeCKHe cBoiicTBA MMM 0O0YCIIOBIIEHBI TEIUIOBBIMU
JIBUXKCHUSIMUA OTACIBLHBIX aTOMOB M HEOOJBIIMX TPYIII
aTOMOB MaKpOMOJIeKyJIbl. TeraoBble QIyKTyaruum Maxkpo-
MOJIEKYJIIPHON KOHCTPYKLIMM M03BOJIAIOT "BBIOpaTh" U3
OTPOMHOTO YHCJIa BO3MOXHBIX MHKPOCOCTOSIHMI MMEHHO
Te, KOTOPBIE 00ECIIEYNBAIOT MPOTEKAHNE XUMHIECKOH peak-
UM B HY’)KHOM HATIPABJICHUN WM PEaTU3alfI0 HAIPABJICH-
HOT'0 MEXaHWYeCKOTO IBIOKeHus [2, 31 —35].

B mocnennee necsituiieTe B U3yYEHUM OMOJIOIMUYECKHX
MAaKpOMOJIEKYJISIPHBIX MAILINH IPOU30IILIA HACTOSIIIAS PEBO-
Jronust — OMOoGU3NKY HAYUHIIUCh MAHUITYTUPOBATE OT/ICNb-
HBIMH MOJIEKYJIAMH OMOTIOJIMMEPOB, UCTIOJIb3YS JIA3ePHbIC U
MarHuTHele "mUHIETH", U3MEPATH (PUBHKO-XUMUYECKHE
XapaKTepUCTUKH MHIUBUAYAIbHBIX MAKPOMOJIEKYJI U HETIOC-
PEACTBEHHO CJIEAUTDH 32 UX MOABUKHOCTBIO (CM., HAIIPUMED,
00630p#I [7—15]). MeTO10M pEHTIC€HOCTPYKTYPHOTO aHAJIN3a
pacmmpoBaHO TPOCTPAHCTBEHHOE CTPOCHUE HECKOJIBKUX
TBICSIY OEJIKOB, M3YYeHA ApXUTEKTypa CIOKHBIX OEITKOBBIX
KOMILJIEKCOB. Bc€ 3TO B cOUeTaHNU C COBPEMEHHBIMU OMOXH-
MHYECKUMH UM MOJIEKYJISIPHO-OMOJIOTHYECKUMHE METOdaMU
HCCIIeIOBaHUsl OMOTMOJUMEPOB PACKPLIBACT yIAUBUTEIBHYIO
KapTUHY paboThl HAHOpa3MepHbIX MMM.

OHO U3 CaMBbIX aKTYyaJIbHBIX HANIPaBJIeHUH B Onodusnke
CBSI3aHO ¢ M3ydeHHeM Bpamaromuxcs MMM. Uccrnenosa-
HUIO MOJICKYJISIDHON apXUTEKTYpPhl M (U3UKO-XMMHYECKUX
MEXaHU3MOB Pa0OTHI TAKUX YCTPOMCTB MOCBSIIEHA OOIIMP-
Hasi HayuHas JuTepatypa (cM., Hanpumep, 0030psl [7—16]).
Buosornueckne MMM, paboTa KOTOPBIX CBSI3aHA C HAITPAB-
JICHHBIM BpallleHHeM HX pPOTOpa, OOBIYHO BCTPOEHBI B
OMOJIOTUIECKYIO MEMOPaHy, OHU MPUBOISTCS B JICHCTBHE 3a
CU€T PA3HOCTH SJEKTPOXUMHYECKUX MOTEHLUHUATIOB, T€HEPH-
pyemoit Ha MeMOpaHe. DTU yCTPOWCTBA OOBIYHO UMECIOT B
CBOEH KOHCTPYKLUHM 3JIeMEHTHI Trma "xpamnosuka" (ratchet),
obecrieunBarole HAIPABICHHOCTb BpalleHus poropa [31—
35]. B HacTosmIee BpeMs H3BECTHBI JIBA CEMEUCTBA HAHOPA3-
MEPHBIX BpallaloIuxcst "3JeKTpoMOTOPOB" TPUPOIHOTO
npoucxoxaeHus. K onHomMy u3 HUX OTHOCSITCSI 6akTepuaib-
HbIE DJIEKTPOMOTOPBI, BpAIIAIOLINe KIYTHKA OaKTEepHAIb-
Hou kJieTkH [32, 35]. TunmuyHbIM TpeacTaBUTEIEM APYrOTO
CeMEWCTBA MOJIEKYJIIPHBIX  3JIEKTPOMOTOPOB  SIBJISIETCS
FoF-AT®-cunraza [36, 37] — OenkoBbIii KOMILIEKC, 0Oec-
MEYUBAIOIIMN CUHTE3 aJeHO3UHTPUPOCPOPHOU KHUCIIOTHI,
wm AT® (Adenosine Triphosphate, ATP) — ocHoOBHOUI
sHepreTnieckoil "BamroTel" xusoi kierku (puc. 1). FoF-
AT®-cunTa3a SIBIISIETCS] CAMBIM MAJICHBKIM M3 BCEX M3BECT-
HBIX 3JIEKTPOMOTOPOB NPUPOTHOTO MPOUCKXOXKIeHUS [32,
37-45].

IMpuHIUIBl paboThl 6AKTEPHATILHOTO JIEKTPOMOTOpPA U
FoF|-AT®-cunTa3bl  oguHakoBbl. OAHAKO KOHCTPYKIUS
0aKTEePHAIBHOTO JJIEKTPOMOTOPA HAMHOTO CJIOXKHEE, YeM
koHCTpyKIus FoF-AT®-cunrta3pl. baktepuaibHbIE 2JIEKT-
POMOTOPBI UIMEIOT CTATOP, BCTPOEHHBIN B MeMOpaHy OakTe-
pUaNbHOMN KJIETKH, U Bpaujaromumiics potop [32, 35]. Porop
COEIUHEH CO JXTYTHKOM, [JIMHA KOTOPOro Ha MOPSIOK
MpEBBIIIACT pa3Mep OakTepuasibHOW KJIETKU. Bparmaro-
[Uicsl CIUPAJIEBUIHBIA KTYTUK CIYXHUT "mpornesuiepom",
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Puc. 1. CrpykTypHBle (GOPMYJIBI MOJEKYJI aAeHO3UHTpH(pOCHOpHOU
xuciotsl (ATP) n anenosunmudochopuoii kuciors! (ADP).

00€eCTeUnBAIOIINM TMOCTYNATEIbHOE JIBIKEHUE OaKTEpHH.
VIcTOYHUKOM 3HEPTUU TSl BpalleHUsl poTopa OakTepualb-
HOTO 3JICKTPOMOTOpPA CIYXKHUT TpaHCMEMOpaHHAsI PA3HOCTh
9JIEKTPUYECKUX TOTEHIUATIOB. DTO CJI0KHOE HAHOPAa3MEPHOE
YCTPOMCTBO UMEET OCOOYIO MOJIEKYJISIPHYIO "KOPOOKY mepe-
nau", KoTopast O3BOJISIET U3MEHSITh HATPABJICHHE BPAIIICHUS
potopa. Kpome Toro, GakrepuasibHasi KJIeTKa UMEET CBOE-
00pasHbIi  MOJIEKYJISpHBIA  "mpoueccop",  saBisrommiics
MAaKpOMOJIEKYJIIPHBIM IIPOOOPA30OM COBPEMEHHOI'O KOM-
IBIOTEPA, KOTOPBIN CIYXHUT IS YOPaBJICHUS! MOBEACHUEM
OaKTepHaIbHON KJIETKU U €€ OpUEHTAIUU B MPOCTPAHCTBE.
DroT MakpoMoJekyspHbiil "mporeccop" mosyuaer, 3amno-
MHHAET W TepepabaThiBaeT HHPOPMAIUIO O XUMUYECKOM
COCTaBe MJIM OCBEHIEHHOCTU OKPYXKAIOWIEH Cpelbl, MOCTY-
NAOIIYyI0 K HEMY OT CHEUUAIM3UPOBAHHBIX PELENTOPOB,
PACIOJIOKEHHBIX Ha MOBEPXHOCTH KJIETKH, a 3aTeM BBLIAET
COOTBETCTBYIOIINE CUTHAJIBI K MIEPEKJIFOUSHUTO HATIPABICHUS
BpallleHus: poTopa. bmarogapst 3TomMy OakTepuum MOTYT
MU3MEHSITh HAMPABJICHUE CBOETO JIBHXKCHUS U MEPEMEIAThCS
B HY)XHOM HAaNpaBJICHUHA — MPUOJINKATLCS K TeJU (JIBHKe-
HHE B CTOPOHY "aTTpakTaHTOB" — HanmpuMmep, K cybcTpaTam
MUTAHKUS) WM, HAOOOPOT, YIANSTBCA U3 OIKOJOTHYECKU
HeOJATONPUSATHON 30HBI, T/Ie MPUCYTCTBYIOT TaK Ha3bIBae-
Mble "peneienTor".

FoF-AT®-cunrtaza — oanH #3 Haumbojee BaXKHBIX,
YIUBUTEJILHO KPACUBBIX U HEOOBIYHBIX MOJIEKYJISIPHBIX
MOTOPOB XUBOU KjeTku. Cpeay OOJBIIOrO YUCIIa SHEPro-
MPeoOpasyoMX MaKPOMOJIEKYISPHBIX  YCTPOMCTB  3TH
MaKpOMOJIEKYJIIpHbIE KOHCTPYKIIMM 3aHUMAIOT 0co0oe
MecTo. AT®-cunTa3Hble OenkoBble KoMILIeKehl Thma FoF;
OCYILIECTBJISIFOT CUHTE3 MOAABJISIFOLIETO OOJIBLIINHCTBA MOJIE-
kyin1 ATP B xiuetke [46—49]. FoF|-AT®-cunrtasza sBisercs
YHHKAJIBHBIM NPEo0pa3oBaTeleM SHEPTUH B JKHBOM KJIETKE,
OHA MUMEET B CBOEM COCTABE 06d 6PAWAIOWUXCSI MOMOPA.
B pexume cunteza ATP FoF-AT®-cunrtaza paboraer kak
HAHOPA3MEPHBIN 2.1exkmpomomop, IPUBOAUMBIN B IEWCTBUE
3a CYET PA3HOCTHU IJTEKTPOXUMHUYECKUX HOTEHIIMATIOB HOHOB
Bogopoaa (Auy. ), TeHEpHpPYyeMOii Ha MeMOpaHe, B KOTOPYEO
BCTPOEH 3TOT (HePMEHT. DJIEKTPUIECKUIA TOK, TIPOTEKAFOIIN I
yepe3 OenkoBbIi KomIutekc Foy (MeMOpaHHBIH (parmMeHT
FoF-AT®-cunrassl), obecrieunBaeT HapaBJIEHHOE Bpallle-
HHE POTOpPA 3TOr0 JIEKTPOMOTOpPA, 4TO, B CBOIO OUYEPElb,
BBI3BIBAET MEPHOINUECKUE KOH(POPMAIIOHHBIE U3MEHEHUS B
OeikoBOM KoMiIutekce Fi, KOTOphIi HemoCpeICTBEHHO KaTa-
mmsupyeT oopazopanne ATP. FoF-AT®-cunTaza cmocodHa
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HE TOJIBKO CHUHTE3UPOBATH, HO U PACHICIUISATH MOJIEKYJIbI
ATP. B sToMm citydae "xumudeckas" sHeprus, 3anacéunas B
mosekysax ATP, ucnonb3yercs sl BpallleHHS pOTOpA,
Haxo/sIierocs: BHyTpu oenkoBoro xomiuiekca Fi. Mexano-
Xumuueckuii momop F| TIpUBOIHUT B NEUCTBUE POTOP ClE-
IJIEHHOTO C HUM BTOPOTO MoTopa — F¢, BBINOIHSIOLIETO
pouib "mporonHoit nombl", reHepupyromei Ay . PoTopsl
060ux MoTopoB (3nekTpomoTopa Fy, paboTaroiiero 3a cuér
SHepruu Apy., 1 MexaHo-xuMmmiaeckoro motopa Fj, paGo-
Taroniero 3a cuét suepruu ATP), KOHCTPYKTUBHO COETMHEHBI
Ipyr ¢ apyrom. MMerotcs mpsiMble 10Ka3aTelbCTBA TOTO,
4To BO Bpemsi pabotel FoF|-AT®-cuHTa3zel 06a MoTopa
Bpaiarorcs (cM. pasjen 4).

B Hacrosiee BpeMsi XOpOIIO U3yYeHbI OMOXUMHYECKHE,
MeXaHNMvYeCcKue W KHHeMaThieckme cBoiictBa FoF [ -AT®-
CHHTa3 pa3JIMYHOTO NpoUcxoxaeHus. Haywnas gutepa-
Typa, HOCBSILEHHAS PA3JIMYHBIM AacCIEKTaM CTPYKTYpHOMH
OpraHu3anyyd M MeXaHW3MaM (QYHKIIMOHHUPOBAHUS ITOTO
YHUKAJILHOTO MaKPOMOJIEKYJISIPHOTO MOTOpa, BecbMa 00-
mupHa (CM., HanpuMep, o030pHbIe ctathl [31, 32, 36 —45)).
Llens HacTOSsIIIIEro 00630pa — MPOAHATU3UPOBATH (PU3HKO-
XMUMHUYECKHEe MexaHu3Mbl paboThl FoF|-AT®-cunrtaszsl, a
TaK)X€ PacCMOTPETb TEOPETUYECKHE MOJEJNU, OMUCHIBAIO-
e paboTy 3TON OJHOM M3 CaMBIX BaXXHBIX M HEOOBIMHBIX
MOJIEKYJISIPHBIX MAIIMH XHUBOTo opraHm3sMa. CTathsi ajpe-
COBaHa IMUPOKOMY KPYry uuTatesied — (Gu3nkoB u Ouodpu-
3UKOB, KOTOPbIE HHTEPECYIOTCS BOMPOCAMH pabOThI MOJie-
KYJIApHBIX MalivH U "HaHoOuomotopos". O630p CTPYKTY-
PUPOBAH MO HECKOJIBKUM YPOBHSM JeTaIM3alUN MaTepuasa
C TENbI0 CHeJaTh €ro IOCTYHHBIM W, MO BO3MOXHOCTH,
WHTEPECHBIM OoJiee MMPOKOMY Kpyry umrateseil. Ctatbs
COCTOUT M3 MATH Pa3aesioB, KOTOPBIE COJIEPXKAT Kak oOIue
CBeJIeHU s, HeOOX0IUMBbIE 115l TOHUMAaHU s (PU3MYECKUX MeXa-
HU3MOB PabOThI MOJIEKYJIIPHBIX MOTOPOB (pa3aeisl 1 u 2),
TaKk W CIEeIHaJIbHbIC, MOCBALIEHHBIE HOBEHIIUM TOCTHXKE-
HUSIM B JaHHOW oOmactu (pasmensl 3 w 4). Pasmen 5
MOCBSIIIEH MAaTEMAaTHYECKOMY MOJEITUPOBAHAIO BpaIalo-
IIUXCS] MOJIEKYJIIPHBIX MOTOPOB.

2. AT® — ocHoBHasi JHepreTH4eckas ""Bamora"
JKMBOM KJIETKH

Bctpoennble B MeMOpaHBI MHTOXOHIIPUH, XJIOPOILIACTOB
(crermaTu3upOBaHHBIC YHEPrONPEOOPA3YIOIINE OPTraHEeIIIbI
XKHUBOTHBIX M PACTUTEIBbHBIX KJIETOK COOTBETCTBEHHO) H
b6aktepuit FoF|-AT®-cuHTa3Hble KOMIUIEKCHI KATaJIU3U-
PYIOT CHHTE3 MOJIEKYJ aJeHO3UHTPUPOCHOPHON KHCIOTHI
— AT® (ATP) uz aneHo3uHIuPOCHOPHON KUCIOTHI —
AJ1® (ADP) u neoprauuueckoro docdara (P;) (cm. puc. 1).
Kax Ob110 ckazaHo Bbile, MoJiekysia ATP siBiisiercst ocHOB-
HOIi SHEpreTHUecKoii "BaroToit" xusoii kierku. [1ogassro-
1ee OOJIBIIMHCTBO SHEPTOEMKHUX OMOJIOTMUECKHX TIPOLIECCOB,
TaKUX KaK peakiuu OMOCHHTE3a, IEPEHOC Pa3IMYHBIX MOJIe-
KyJ1 4epe3 Omosiormyeckue MeMOpaHbI, MBIIIIEYHOE COKPAIIe-
HUE U JIp., CONPSIKEHO C SHEPTOJOHOPHOU peakiuen rupo-
sm3a ATP, B pesynbrate kotopoir obpasyercs ADP u
Heopranuyeckuid pocdat (puc. 2).

Peakuust ruaposmsa ATP (ATP + H,O — ADP + Py)
COTIPOBOXK/IAETCSl BBIJECIICHHEM JHEPTUHM, KOTOPas MOXKET
OBITH HMCHOJIBL30BAHA ISl COBEPILIEHUS I0JIE3HONH paboTHhI.
VMeHbIIIeHHe CBOOOIHOM 3HEPIUU CHCTEMBI, CBSI3aHHOE C
ruaposm3oM ATP B BogHOM pacTBOpe B TaK HAa3bIBAEMBIX
"crapmapTHbIX" ycnoBusx (IpH KOHUEHTPALUSAX PEarcHTOB,
pasubix 1 M, mpu pH 7,0 m temmnepatype 25°C), paBHO

Padora

- buocunres

- TpaHCHOPT BELECTB U HOHOB
- Mexanuyeckas pabora

DHeprust

- ContHeunslit cBeT (poTocunTe3)

- OpraHuyeckyue CoeINHEHHUsI
(IPOTKTHI IUTAHUSA)

ATP

AT®-cunTasza AT®daza

ADP + P;

Puc. 2. Cxema, wiutroctpupytomiast poJib MoJiekysisl ATP B conpsbxennn
9HEProJOHOPHBIX M SHEPrOAKLENTOPHBIX IPOLECCOB B KJIETKE.

AGRp = —7,3 kxan moub ! (30,5 k/Ix Mo ') [47-50].
"Craumapraas" sHranenus ruaposmsa ATP, xapakrepu-
3yrolias TerjaoBod 3PQekT peaxknuu, paBHA AHRTP =
= —5 kkan Monb~! [50]. Ecu ruaponus ATP npoucxouT B
BOJHOM PAacTBOPE, TO BBIIEJISIOLIASACS IPU ITOM JHEPIHs
paccenBaeTcs B TeI10. B Ouosiornveckux cucremax 00JIbIas
YacTh BHEPTUU, BhLIEJsIoNIelcs npu ruaposmie ATP, e
TepsieTcst OecIoyie3Ho, Mmpeodpasysich B TEMIO, a HCIOJb-
3yeTCsl ISl COBEPIIICHUS TI0JIe3HOU paboThI (CM. pHC. 2).
Peaknuu rugponm3a u  cuHTe3a ATP  oOGpatumsbl
(ATP + H,0 2 ADP + P;). B kiieTke 3TH peakiuu KaTaju-
3UpyroTcs (pepMeHTamMu (OMOKaTaM3aTOpaMu), Ha3bIBaec-
MbIMH, cooTBeTcTBeHHO, AT®azamu nu AT®-curTazamu.
AT®azpl — 53T0 (depMeHTbI, KOTOpble OOECIeunBarOT
paboTy MBIIICYHBIX OEJIKOB, peakIu OMOCHHTE3a, MEePEHOC
HMOHOB Yepe3 OMoJIornueckre MeMOpaHBI U IPYTUe SHEPT OEM-
KHe TPOIIECCH B JXUBOM KIIETKE 3a CUET SHEPTUU THAPOJIH3A
ATP. Hapsiny ¢ 9HeproJJOHOPHBIME PEAKIHSIMHU THAPOJIH3a
ATP B kierke mpoucxonar mpouecchl pereHepannu ATP,
KOTOpBIe KOMIICHCHPYIOT oTpebdsieHne ATP B xone pas3imy-
HBIX SHEPTOEMKUX OMOXUMHUYECKHUX MPOLECCOB (CM. puC. 2).
Cunte3 ATP uz ADP u P; ocymectBisiercss AT®-cunTa-
3aMH W MPOUCXOAMT 3a CUET SHEPTMH BHEIIHUX UCTOYHHKOB
(cBeT — y (hOTOCHHTE3UPYIOIINX OPTraHU3MOB, OPTaHNUECKHE
COECIUHEHUS] — B KJIETKax OakTepuil U *UBOTHBIX). ATD-
CHHTa3Hble KOoMIUIeKchl Tuna FoFi, koTopeM mocBsiieHa
Hallla CTAThsl, B 3aBUCUMOCTH OT YCJIOBUI MOTYT KaTaJu3H-
poBaTh 00¢ peakuuu — cuHTe3 U Tuapou3 ATP.
Monekyna ATP npencrasisier coboit TpudocdopHbrit
a¢up ageHo3uHA — MPOU3BOTHOTO AJICHUHA U PUOO3BI (CM.
puc. 1). HecMoTpst Ha To uTO paciierieHue pocpopHoapup-
HOH cBsizu B MoJiekyJsie ATP, npuBozasiuee kK 00pa3oBaHUIO
ADP u ¢dochopnoit kucnotst (P;), sBisieTcst sHepreTHIecKu
BBITOJIHBIM TIPOIIECCOM, 0e3 ydyacTusi (epMEHTOB 3Ta peak-
WSl TPOTEKAaeT 4YPE3BBIYAWHO MeEJJIEHHO (Hampumep, B
BOJIHOM pacTtBope MoJiekysia ATP coxpaHseT cBOIO CTpyK-
TYpYy B TE€U€HHE MHOTUX MECSIEB). DTO CBS3aHO C TEM, YTO
TS pa3pbiBa KOBAJICHTHOMW CBSI3M MeX 1y aToMamu (ocdopa
u kucsiopoja B moJiekyJie ATP Hy»XHO cOBepIIUTh paboTy 10O
MPEOIOJIEHUIO CPABHUTENLHO BBICOKOTO JHEPTeTHYECKOTO
b6apbepa. B mpucyTcTBUM (epMEHTOB, CIIOCOOHBIX KATAJIN3H-
poBath runponu3z ATP, sta peaxmusi nmpoTekaeT CyIecT-
BEHHO ObIcTpee. XapakTepHble BpemeHa obopora ATdaz
PA3IHYHOTO MPOUCXOKIEHUS cOCTaBIsIoT ~ 1074 —10"2 c.
Cunre3 ATP — sHepreTuueckn HEBLITOJHBIN MPOIIECC.
OnHa W3 TJIABHBIX IIPUYUH 3TOTO COCTOUT B TOM, YTO B
BOJHBIX pacTBopax (ochatubie rpynmbl MoJiekya ADP u P;
HECYT OTPUIATEIbHbBIE 3aPSI/Ibl, U TOITOMY JJISl UX COJMXKe-
HUSI, KOTOPOE HEOOXOIUMMO A1l 00pa30BaHUs KOBAJCHTHOU
(dhochopuoapupHoit csazm B mojekysie ATP, Tpebyercs
MPEOJI0NIETh BBICOKHMI JHEpreTHYecKuil Oapbep. B kierke
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Puc. 3. Cxema crpoenust xyopomiacta (a) u mMurtoxouapuu (0) —
9HEProNpeodPasyOIIMX OPraHe/lI PACTUTEIbHON U KUBOTHOM KJIETOK.
TéMHBIE yIACTKH COOTBETCTBYFOT 00JIACTSAM C HOBBIIIEHHBIM IIPOTOHHBIM
noternraioM ("KUCIOTHBIE pe3epByaphl"); B XJOPOILIACTAX 3TO BHYTPH-
THJIAKOMIHOE IPOCTPAHCTBO, B MUTOXOHIPHSIX 3TO IPOCTPAHCTBO MEX-
Iy BHyTPEHHEW U BHeIIHeil MeMOpaHoil. CBeTIIble y4acTKH — OOJIACTH C
HNOHMKEHHBIM MIPOTOHHBIM HoTeHImanoM ("menounsie pesepyapsl"); B
XJIOPOILIACTAX 3TO MPOCTPAHCTBO CTPOMBI, B MUTOXOHIPHUSX 3TO MPO-
CTPAHCTBO, HA3BIBAEMOE MATPUKCOM. BHH3Y Ha cxemax B U T TOKa3aHO
pacrojioxeHue B conpsiraromieii MemMopane nporonHoir ATd-cuHTa3bL,
paboTaroleil B pexumMe ciuHTe3a (B) uim ruaposmsa (r) ATO.

00pa30oBaHUe TOIABJISIFOIIEr0 OOJBIIUHCTBA MoJiekysT ATP
u3 ADP u P; katamusupyeTcsi CrieliMaIbHbIMU OEJIKOBBIMHU
koMiuiekcamu (AT®-cunTasbl), KOTOPbIE BCTPOECHBI B 3HEP-
rompeoOpasyrole MeMOpaHbl. B KaTaIMTHYECKUX IIEHTPaX
AT®-cuHTa3 CO374arOTCSA YCJIOBUS, OJArONPUSITHBIC IS
cunteza ATP (cMm. pasgen 3).

st paboTel hepMeHTa, KaTaausupyroiero cuate3 ATP,
HEeoOXo/MMa SHEpPrusi BHEIIHErO HCTOYHHMKA (CM. puc. 2).
V (dorocuHTE3UpYIOIUX OPraHU3MOB TAKUM HCTOYHHKOM
SHEPI'HU SIBJSIETCSI COJTHEYHBIN CBET, B KJIETKAX XUBOTHBIX U
OakTepuii — CBOOOHASI SHEPT U, BHIICIISIOIIASCS B PE3YJIb-
TaTe GUOJIOTMYECKOTO OKHUCIICHUS] OpTraHMYEeCKUX COSIMHEHU I
(cMm. mogpobHee, HanpuMmep, [46—49]). V pactenuit obpaszo-
Banne ATP cBs3aHo ¢ paboToll (POTOCMHTETHYECKOW IIeTIH
NepeHoca 3JeKTPOHOB B XJloporuiactax (puc. 3a). Y KuBOT-
HBIX TOJaBJIsitoee OoJBIMHCTBO MoJsiekyal ATP oOpa-
3yeTcs B MUTOXOHIpusix — "smeprermueckux (abpukax”
KUBOTHOHU KJIeTKH (pHUC. 30), KOTOpBIE HCIOJB3YIOT 3HEP-
IHI0, BIIEIAIOIyrocs ipu okucienun ("cropanuu") opra-
HUYECKUX COCTUHECHUHN (YrJIEBOJbI, KHUPBI, OCJIKH) B Pe3yJib-
TaTe TaK HA3bIBAEMOTO KJIETOYHOrO [bIXaHUS. B ocHoBe
9TOTO MPOoIecca JISKHUT MOCIIeI0BATEIbHOE OKUCIICHHAE OpTa-
Huueckux coeauHeHnit 10 CO,. DTH MPOIECCHI COMPSIKEHBI
C IIEPEHOCOM JIEKTPOHOB K MOJIEKYJIIpHOMY KHcitoponay (O2)
[0 CJIOXXHOM LemM 3JIEKTPOHHOI'O TpaHCIopTa, PacloJio-
JKEHHOW B MeMOpaHax MHUTOXOHAPUHU, B PE3yJIbTATEe Yero
norjomaercs O, (kjaeTouHoe AbixaHue). [Iporecchbl 3J1eKT-
POHHOTO TPAHCIOPTA, MPOUCXOSIIINE HA BHYTPEHHEH MeM-

OpaHe MHTOXOHIPHHU, COMPSDKEHBI C TpaHCMEeMOpaHHBIM
NEpPEeHOCOM MPOTOHOB. B pe3yibTate renepupyercs: TpaHc-
MeMOpaHHAasl PA3HOCTH AJIEKTPOXUMHUYECKHX MOTEHIINAIOB
HOHOB Boopona (A ), CIyXallas HCTOYHHKOM 3HEPrUU
st pabotel AT®-curTas3sl. B xstoporutacrax Apyyr BO3HH-
KaeT Ha MeMOpaHe TUJIAKOMIOB — 3aMKHYTBIX MY3BIPHKOB,
PACIIOJIOKEHHBIX BHYTPH XJIoporuiacta (puc. 3a), KoTopbie
comepxat (POTOCHHTETHYECKYIO [IETh MepeHOoca dJIEKTPOHOB.
Pabora dorocmHTETHUECKON IIeNmHM TepeHoca JJIEKTPOHOB,
reHepupyromiei Apy, oOecrieunBaeTcsi 3a CUYET 3HEPrUU
COJIHEYHOTO CBETA.

TpancmemOpaHHasi pa3HOCTb 3IJIEKTPOXUMUYECKHUX IIO-
TEHIMATIOB HMOHOB Bomopoaa (Auy:), obpasyroiiasics Ha
MeMOpane (HasbiBaemoil yacto "compsirarorei” memGpa-
HOI1), B KOTOpYyIo BCTpoeHbl AT®-cHHTa3HBIE KOMILIEKCHI
(puc. 3B), sBasiercst "MPOTOH-ABIKYILECH CHJION", IPUBOIS-
et B neifcrBue AT®-cuntassl. Benuunna Apyy: paBHa:

[H");
o
rae Ap = (¢; — ¢,) — TpaHCMeMOpaHHAS PA3HOCTH AJIEKT-
puueckux morenuuanos, H'), u [HY], — axtusHOCTH
(KOHIIGHTpAIMKM) UOHOB BOJAOPOJIA IO 00€ CTOPOHBI COTPSI-
rarorieit MeMOpaHbl, R — yHUBepcaibHasl Ta30Basi MOCTOSH-
Hasi, T — temneparypa [K], F— nocrosiunas ®apajesi.

B sHeprompeobpasyronmx opraHe/UIax KJIETOK JXKHBOT-
HBIX U pacTeHU (MUTOXOHIPHH, XJIOPOIUIACTHI) U B KJIETKaX
Gakrepuit "mpoTonHbIi moTeHnuan" Ay, cocrasiser 160 —
220 MB (11,6 19,3 xIx M~!). Bénblnas 4acTb 3Toi 3HEprun
ucnosb3yercs st cuate3a ATP u3z ADP u P;.

N3 dopmyisl (1) BUAHO, YTO BeMIMHA Aflyy:, KOTOPYIO
4acTO HAa3bIBAIOT "NPOTOHHBIM TOTEHIMAIOM", CKJIaJIbI-
BACTCS U3 JIBYX COCTABJISIOIIMX: a) 3JIEKTpUYECKOU Ap =
= ¢; — ¢, 1 0) KOHLIEHTPAIIMOHHO, KOTOpas 00ycCJIOBJIeHa
Pa3HOCTBIO AKTUBHOCTEH (KOHIIEHTpAINil) HOHOB BOJOPOIA.
KoHIIEeHTpaIIMOHHYIO COCTABJISIONIYIO OOBIYHO BBIPAKAIOT
yepe3 TpaHcMeMOpaHHyro pasHocts pH, ApH=pH,—pH;=
=l1g([H*],/[H"],). 3nauenue Apys, BBIPAXCHHOEC B 3JIEK-
Tpuyeckux equHunax [B], mpu T = 298 K MoxHO 3anucath B
BUJC

Apyyr = Ap + 0,06 ApH [B]. (2)

N3BecTHO, 4TO 00€ cocTapisitolye Ay (3J1eKTpruueckas
U KOHIEHTPAIMOHHAS) CIIOCOOHBI MPHUBOIUTH B AEHCTBHE
npotoHHble AT®-cunTassl [S1]. B MUTOXOHIpPHUSX OCHOB-
HOI BKJIaJ B BEJUYUHY Afiy;+ BHOCHT PA3HOCTB JJIEKTpHUUE-
CKHUX MOTEHIMAJIOB A@. DTO CBA3aHO C TEM, YTO BHYTPECHHSIS
MeMOpaHa MHUTOXOHJPUU, B KOTOpPYrO BCTpoeHbl ATd-
CHHTA3Hble KOMILJIEKCDI, SIBJISIETCS XOPOLIUM JTUAJICKTPH-
koM. MuUTOXOHIIpuaJibHas MeMOpaHa cj1iabo TpoHMIIaeMa
JUISL IOHOB M MOTOMY XOPOIIO AEPKUT TPAHCMEMOPAHHYIO
pPa3HOCTh JJIEKTpUUYeCKUX ToTeHImanoB Ag. Ilpu sTom
pasHOCTE pH cpaBHHTEIBHO Mayia. DTO OOYCIOBJICHO
MOHOOOMEHHBIMHU NPOLECCAMU, B PE3YJILTATE KOTOPHIX MPO-
TOHBI, IEPEHOCHMBIE Yepe3 BHYTPEHHIOI0 MHUTOXOHAPUAIIb-
HyI0O MeMOpaHy, CBS3bIBAIOTCS C OelKaMu W APYTUMHA
MOJIEKYJIAMH, BBITECHSISI U3 HUX B MEXMEMOpPAHHOE MpPO-
CcTpaHCcTBO Apyrue noHbl (Hanpumep, KT). [pu sTom Besen-
CTBUE 3JIEKTPOHEUTPAJILHOCTH MOHOOOMEHHBIX peakIuit
(3aMeHa OJIHOTO MOJIOKHUTEJILHOTO HOHA Ha APYIoii) coxpa-
HETCSl  TpaHCMeMOpaHHAas  Pa3HOCTb  MOTEHIHAJIOB
(Ap ~ 180—200 MB) [46—48].
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V pacrenuit HaGromaeTcst oOpaTHast cutyanus. TpaHc-
MeMOpaHHAasi Pa3HOCTb 3JIEKTPHUUYECKMX IMOTEHIUAIOB A@
LIYHTUPYETCS M3-32 CPABHUTEIHHO BBICOKON IPOBOAUMOCTH
MeMOpaH THIAKOWI0B 1T MoHOB Mg”>t, K, Na* u Cl-,
MPHUCYTCTBYIONINX B PAacTUTEIBHOU KJieTke. B pesysbrarte
9TOro CTAlOHAPHAS PA3HOCTh IEKTPUYCCKUX IOTCHIUA-
J0B 00byHO HeBenuka (Ap < 10—20 MmB), HO 3a cuér
MMOCTOSIHHOTO TPaHCMEMOPAHHOTO MOTOKA MPOTOHOB B pe-
3yIabTaTe pabOThI AJIEKTPOHHO-TPAHCIOPTHON IEMTH MOXKET
MO/JIEPKUBATHCS JOCTATOYHO BBICOKAsT TpaHCMeMOpaHHas
pasnoctb pH (ApH =~ 1,5—2,5[51—54)).

3. CTpyKkTypHO-(pYHKIIMOHAILHAS OPraHU3aNus
npoToHHbIX AT®-cuura3

B mocieqnue ABa-TpH MECSITUICTUS ObLIN BBISICHEHBI CTpOE-
HUE U OCHOBHBIE IPUHIMINBI (HYHKIMOHUPOBAHUS MPOTOH-
HbIXx AT®-cunra3 tuna FoF,. 3a pemarommii BkjiIam B
pacuu@poBKY MPOCTPAHCTBEHHOW CTPYKTYpPhI OEJIKOBOTO
KoMIUIekca Fj, BXOASINEro B COCTaB 3TOW MOJIEKYJISIPHOM
MAaIlHbBI, aHTJIMACKUIA ucciienoBatesb . Yokep B 1997 1.
O6b1 ymoctoeH HobGeneBckoit nmpemun no xumuu. CBOrO
4acTb IPEMUU OH Pa3Jel ¢ AMEPUKAHCKUM OMOXUMHUKOM
I1. boitepom, KOTOPHIA BHEC pEHIAIOIMINN BKJAJ B BBISCHE-
Hue Mexanu3ma cunte3a ATP. Hike MbI kpaTko paccMoT-
pUM CTPYKTYpHbIe M (pyHKIMOHAIbHBIE cBolicTBa AT®d-
CHHTA3BbI.

3.1. Ctpoenne nporonnoii AT®-cuHTa3bBI

Ha pucynke 4 mpejacraBiieHa CTpykTtypHas cxema AT®-
cuaTasel tHna FoF,, BcTpoeHHO# B sHeprompeoOpasyro-
myro MeMOpaHy. XapakKTepHas TOJIIMHA MEeMOpAaHBbI,
COCTOSIIIIEH M3 MOJIEKYJI JIMUJIOB (KHUPOINOIOO0HBIE MOJIe-
KYJIbl, COCTABJISIOIIUE OCHOBY OMOJIOTHYECKMX MeMOpaH),
cocTaBisieT 5 HM. Maxkpomornekymspsiii komiieke FoF;-
AT®-cuHTa3BI COCTOUT U3 TPEX MOPGHOIOTHYECKH BBIIEIICH-
HBIX ()parMeHTOB: IBYX CPABHUTEIHHO KPYIMHBIX OEIKOBBIX
komruiekcoB Fy u Fo — omun u3 Hux (F)) skcrioHupoBaH B
BOJHYIO a3y, apyroid BcrpoeH B mMembOpany (Fo) — u
"HoxKHU", ¢ HIOMOIIBIO KOTOPOIi 3TU ABA (PparMeHTa COEIM-
HEHBl APYT ¢ OpyroM. B paHHuX paboTax, MOCBSIIEHHBIX
uccienosannto ATd-cunaras, 6enkosble KoMIuiekesl Fi u Fy

ddy
o B

ATP F,
ADP + P;
MembGpana Fo

nH*

Puc. 4. (a) Cxema nmpoctpancTBeHHOro crpoenus FoF-AT®d-cunTaser.
CBeTJIbIME M300pakeHbl OEJIKOBBIE CYyOBeqMHMIBI, 0Opasyromue "cra-
Top", TéMHBIM n306paxén "poTop", BpalleHre KOTOPOTO COMPSIKEHO C
MEPEHOCOM HMOHOB BOJXOPOZAa M3 "KUCIOTHOrO pesepByapa" (HUKHSS
4acTh pHUCYHKA) B "MIENOYHOW pe3depByap" (BEpXHSsSL 4aCTh PHCYHKA).
(6) PexoHcTpykimst nmpoctpancTBeHHoro crpoeHus FoF -AT®-cuaTassl
Ha OCHOBAHMU JIAHHBIX PEHTIC€HOCTPYKTYpPHOTO aHaym3a [55, 56, 59].

noJiyunin Hazsanue "GakTopos conpsbkenus’ Fy u Fo [46—
49]. MemOpaHHasi 4aCTb 3TOrO (PEPMEHTHOrO KOMILIEKca
(Fo) mpencrapisier coboi TuapodoOHbId (HEPACTBOPUMBIT
B BOJIe) OEJIKOBBIA KOMILTEKC. BTOpoil kpymnHbIid pparMeHT
— "(aktop compspkenus" F| — 3aMeTHO BBICTYNAET W3
MeMOpaHbl B BUAE cepuieckoro odbpasoBanus. B xiopo-
miactax FoF-AT®-cunaTa3a BCTpoeHa B MeMOpaHbI THJIA-
KOUIOB (Ha pUC. 32 OHM CXEMATUYECKH N300pakeHb! B BUIE
3aMKHYTBIX IPOJIOJITOBATHIX ITy3bIPHKOB), IPH 3TOM (aKTOp
conpspkenusi F; OpHEHTHpPOBAH BO BHEIIHIOIO CTOPOHY,
HaszplBaeMylo ctpomoil. B muroxonapusx FoF-AT®-cun-
Ta3a BCTPOEHA BO BHYTPEHHIOI MeMOpaHy, MpH 3TOM
komruiekc F oOpaiiéH B cTopoHy MaTpukca (BHYTpPEHHSS
YaCTh MUTOXOH/IPUH).

V pacrenmii u 6axTepuii 6es1koBbIi koMIuteke F coctout
U3 JeBATH OeNKOBBIX cyObenuuuir (o3B5y0¢). B HéM Haxo-
IATCS KAaTaJUTHUYECKUE LEHTPBI, B KOTOPBIX HEMOCPEACT-
BEHHO TPOUCXOASAT peakluu CuHTe3a U rugposm3a ATP.
M3onupoBanublii (OTAEIEHHBIH OT MEMOpPaHbI) KOMILIEKC
F, sBusercs adenozunmpugpocpamasoii (ATDazoii), T.e.
(depMeHTOM, KaTau3upyrommm 2udpoaus ATP. Berpoen-
HBIH B MemOpany "¢axrtop conpsokenus” Fo (GenkoBbrit
KOMILIEKC absC,) CONEPXUT MPOTOH-NPOBOISIIUN KaHAJI:
9TOT KOMILIEKC OOECTIeYMBAET COMPSDKEHHE MEXIy JHEepro-
JIOHOPHBIMH TIPOIIECCAMH TIEPEHOCA MPOTOHOB YePe3 MeM-
OpaHy W 3HEProaknenToOpHbIMH peakimsmu cuate3a ATP,
MPOUCXOISIIIAMHE HEIOCPEACTBEHHO B KATAJIMTUIECKUX [ICHT-
pax F,. Benkoswie kommuekcel Fy m Fy y Oakrepuii,
IMAHOOAKTEPHIA U XJIOPOILIACTOB BBICIIIUX PACTCHUN UMEIOT
OJMHAKOBBI COCTAaB OENKOBBIX CyOBeOWHHI, o3P;y0e U
abyc,, coorBeTcTBeHHO. FoF|-AT®-cHTa3a MUTOXOHAPUI
COJIEPXXUT JTOMOJIHUTENILHO eIIé HECKOJIBbKO MIUHOPHBIX OeJI-
KOBBIX cyObenuuuil [47, 48].

Pab6ora AT®-cunTasbl B pexume cuHte3a ATP comnps-
JKEHa € TEPEHOCOM Yepe3 He€ MPOTOHOB, MyTh KOTOPBIX
nposteraet yepe3 Fo u Hanpasien B cropony F; (puc. 3B). B
pexume tuapoim3za ATP mpoToHBI TepeHOCSTCS dYepe3
komruiekc Fo B oOparHom Hampasiienuu (puc. 3r). B atom
citydae pepMeHT paboTaeT Kak mpoToHHas nmommna ("MoTop-
redepatop"), rerepupyrommast Agiy. 3a C4ET IHEPTUM MOJIe-
kyi ATP.

3.1.1. Beaxossiii kommiekc Fi. CoctaB u mpocTpaHCTBEHHOE
cTpoeHHe OeJIKOBOro kKoMiuiekca Fi Xopouio u3ydeHBHI.
Hetanm npoctpaHncTBeHHOTO cTpoeHusi ATd-cuHTas pas-
JINYHOTO TIPOUCXOXIACHUS! ObIIM YCTAHOBJIEHBI METOJOM
PEHTTEeHOCTPYKTYpHOTO aHaim3a. [lepBasi aToMHasi CTPyK-
Typa koMmiuiekca F; m3 murtoxouapuii cepmma Ovika (Fi-
AT®a3a) ¢ paspemenueM 2,8 A 6bi1a nonyuena JI. Voke-
poMm c coTpynnukamu B 1994 r. [55]. BniocnencrBuu ObLIn
onyOsmkoBaHbl cTpYKTyphl F-AT®da3 GaktepuasibHOro u
pacCTUTEIHLHOTO MPOUCXOXaeHus [56, 57].

Kaxnas u3 usyyennbix F;-ATda3 mHanmoMuHaeT mapo-
oOpasnyro 17100ysly muameTpoM = 10 HM, 00pa3oBaHHYIO
TpeMsi CyObeAMHUIIAMH O U TpeMs CyObeIMHUIAMHU [3,
00pa3yroImuMu rekcamep o33 — aHcamOJIb, COCTOSIINMA U3
mecTH 6eKoBBIX cyObeauHull. CyObeIMHUIIBI O, U 3 TOMOJIO-
TUYHBI, OHM COCTOSIT W3 IOJIHMIENTHIHBIX IIeTeid, KOTOphIe,
HECMOTPsI HA HEKOTOPBIE PA3JIMIHSL, IMEIOT CXOJIHbIE COCTAB
7 TOCJIeIOBATEILHOCTH aMHUHOKUCIOT. OTMETUM, YTO BCE
Tpu cyObenuHuLbl 3 rekcamepa o33 UMEIOT OJUHAKOBBIN
XUMHUYECKHUI COCTaB, HO MIPH 3TOM 3aMETHO PA3JIMYAI0OTCS 11O
koHpopmanuu. To ke caMmoe OTHOCUTCS K CyObEIMHUIIAM O.
B nenTpabHO# osoCcTH 03 35 pacnoJioxkeHa MPOTsHKEHHAS U
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cJjierka M30rHyTasi OenkoBasi cyObeauHMIIA Y, KOTOpas 3a-
METHO BBICTYAeT U3 IIApOOOPa3HOro rekcamepa osf;
(puc. 4a). Ha pucynke 40 moka3aHa MoJIeJIb IPOCTPAHCTBEH-
Horo crpoeHust FoF-AT®-cuHTa3bI, peKOHCTpYHpOBAHHAS
Ha OCHOBAHUY JAHHBIX PEHTTCHOCTPYKTYpHOT 0 aHasm3a [55].
Ha sToM pucyHke pasHble CyObeAMHUIIBI EpMEHTA UMEIOT
pa3HbIC OTTEHKH.

BenkoBblit ancaMOITb o333 ©MeeT BUJ CJIeTKa IIPUILTIOC-
HYTOTO IIapa BeIcOTOX 8§ HM M mmpuHoi 10 HM. B nentpe
9TOTO IIapa UMEETCs OJIOCTh, BHYTPh KOTOPO MOTpyXKeHa
CyOBbEeIMHUIIA Y, HATOMUHAIOIIAS CJerKa M30THYTBIA MpO-
JIOJITOBATBIN CTEPKEHB JUIMHOM 0K0J10 9 HM. HacTh cyObeu-
HUIIBI Y BBICTYHAET M3 rekcamepa o3f; Ha 3 HM B CTOPOHY
MeMmOpanHoTO Komiutekca Fo. C atuMm ¢parMeHToM cyOoh-
€IMHUIIBI Y CBSI3aHA CPABHUTEIHLHO HEOOJIbIIIAs CyObe IMHUIIA
€, KOTOpasl BBIMOJHSET PEryJISITOPHYIO POJIb B pabote
¢depmenTa. CyObeIMHULBI Y U € MOABUXKHBI, OHU BXOIAT B
cocraB "potopa", KOTOpBI MOXET BpallaTbCs OTHOCH-
tenpHO "craTopa" (rekcamep o3f;). Cyobenununa & pacno-
JIoKeHa Ha BHEIIHe# ctopone Fi. OHa BBIMOJIHSET CTPYKTYP-
HYIO POJIb — C Hel CBSI3aHbI CYOBETMHUTIBI b, BLICTYIIAIOIIE
u3 MeMOpaHHOI yacTu OeskoBoro komiuiekca Fo. Cocros-
i U3 ceMu cyObeaMHHUI OEJIKOBBIM KoMILUIeKC o3f;Y
MPENICTABIISIET CO0OM Ty MHUHUMAJBHYIO CTPYKTYPY, KOTO-
past ciocobHa katamuzupoBaTh rugaposn3 ATP. BenkoBblit
KOMIUIEKC 033 COIEPKUT KaTaJUTHYSCKHe HEHTPHI (ep-
MEHTa, B KOTOPBIX MPOUCXOMSIT PEaKIUi CHHTE3a U THIPO-
muza ATP.

3.1.2. beaxossiii kommiieke Fo. TTorpyxénusiii B MeMOpaHy
ruapooOHBIN (HEPACTBOPUMBIA B BOZAE) OCIKOBBIN KOM-
mwieke Fo cyXuT ocHOBaHHMEM, K KOTOPOMY NMPHCOCIUHEH
xomiuiekc Fj. B ero cocraB BxoasaT: ogHa OeikoBas CyOob-
eVHMIIA TUTA &, JIBe CYOBEeTUHUIIBI b, a TaK)Ke HECKOJIBKO
WUJICHTUYHBIX KoM OoJjiee Meskoi cyOobeauuuib ¢ (0T 9 110
14). DxcnnoHMpPOBaHHBIH B BOIHYIO a3y koMmIuieke F cBszan
¢ koMIutekcoM Fy ¢ momMorpio aByx cyObeMHUIL b, BBICTY-
MAIOIMX U3 MeMOpaHbl B CTOpoHY F. DTH cyObeauHuIbl
BBITNOJIHSIIOT POJIb HEMOABUXKHBIX KPOHIITEHHOB, COEIUHSIIO-
mux F ¢ Fo. Onun o-cnupasibHblil y4acTOK CyObeIuHUIIBI b
norpyx€éH B MeMOpaHy, OCTaJIbHAsl YaCThb CYyOBEAMHUIBI b
BBICTYNIAeT U3 MeMOpaHbl B CTOPOHY KoMiulekca F; u
MPUKPEILISIETCS K PACIOJIOKEHHON Ha €ro MOBEPXHOCTH
cyobenunune & (cm. puc. 4). Kpome 3toro, GeiakoBbie
koMmiuiekehl Fi u Fo cBS3aHbl ApYr ¢ ApYroM € MOMOLIBIO
CYyOBEIMHUIBI Y, KOTOPAsi BBICTYIIAET U3 rekcamepa o3f; u
3aIerIsieTCs 38 PACIOJIOKEHHOE B MeMOpaHe KOJIBIIO Cy.

Konb1o ¢, o6pa3oBano u3 n cyObeIUHUI C, 00HETMHEH-
HBIX B eIWHBIA aHcamMOJib. Kaxknast u3 cyObequHUIl ¢, BXO-
JSLIUX B KOMIUIEKC C,, IPEICTABIsIET COOON CPAaBHUTEIBHO
HEOOJIBIION O€JIOK, COCTOSIIMI M3 ABYX THUAPO(POOHBIX
a-cimpalielt, COeMMHEHHBIX IPYT C APYTOM KOPOTKOU THAPO-
¢bubHON TEeTNEN, OpUEHTHPOBAHHOU B cTopony Fj. V pac-
TEHWI KOJIBIIO C, COCTOUT W3 n = 14 cyOwemunun ¢ [58], y
MHUTOXOHIpHI npoxcked n = 10 [59]. K xonbiy ¢, npumsi-
kaeT rumapodobOHas OenkoBas cyObenuHHIIA a, KOTOpas
TaKXke MorpyxeHa B meMOpany. E€ moymmnenTtuaHas nenb
00pa3yeT IIECTh O-CIUPATLHBIX YYaCTKOB, KOTOpPBIE Ha-
CKBO3b TIEpecekaroT MeMOpaHy. 3a NEeHTpaJbHYIO YacThb
"Gapabana" ¢, 3anemieHa CyObeIMHMIA Y, BBICTYNAFOINAS
u3 komiuiekca Fj.

3.1.3. IIporon-npoBoasumii nyrs. PaGota FoF;-AT®-cun-
Ta3bl CBA3aHA C HAIpaBJIEHHBIM BpaineHueM eé "poropa",

cocrosiiero u3 6apadaHa ¢, U COSAMHEHHBIX C HUM CyObe/I1-
Hull Y U € (cM. puc. 4). MOMEHT CuJI, IPUBOISIIUN B
NBIDKEHHE POTOP, BO3HHKAET 3a CYET MOTOKA MPOTOHOB
yepe3 FoF-AT®-cunrasy. B ciyyae xjmopomiactoB — 310
MOTOK NMPOTOHOB, HATIPABJICHHBIN HAPYXKY, U3 BHYTPHUTHJIA-
KOUJHOTO MPOCTPAHCTBA B cTpoMy. B ciayyae mutoxouapuit
— 9TO NMOTOK MOHOB BOJIOPO/IA, HATIPABJICHHBIA BHYTPb, U3
MEXMEMOPAHHOTO TPOCTPAHCTBA B MUTOXOHIIPUAIbHBIN
maTtpukc. [IpoTOHHBIN KaHAJ, IO KOTOPOMY HOHBI BOIO-
polla MepeHOCATCS U3 00JACTH C BBICOKUM MPOTOHHBIM
notennuaioM ("KUCIOTHBINA pe3epByap") B 061aCTh ¢ HU3-
KHM OPOTOHHBIM noteHnuajioM ("mienounoii pesepsyap"),
cBsi3aH ¢ OekoBbIM KoMmiuiekcoMm Fo. BiiokupoBanue 3Toro
KaHaja ¢ MOMOIIbI0O MHTHOUTOPOB TOJMABIISET BpallleHNe
potopa u cunte3 ATP.

IIporons! nepenocsites uepe3 FoF-AT®d-cunrasy, npo-
xonst yepe3 Fo mo crnenuanbubiM "kaHanmaMm", pacrnosioxes-
HBIM Ha TpaHHLE MeXAy cyObeauHunamMu a u c. IlyTh
mepeHoca MTPOTOHOB BKJIIOYAET CleAyromue (HyHKIUO-
HAJILHO BaXXHBIE 3JIEMEHTBI MAaKPOMOJIEKYJISIPHO KOHCTPYK-
1 (cM. puc. 4):

1. Kosbno c,. Kaxnast u3 cyObeIuHUI] C B CBOEH IICHT-
PaJIbHOM YaCTH COEPIKUT IPOTOHUPYEMYIO KapOOKCHIIbHYIO
TpyHIly, KOTOpash CHOCOOHa TMPHUCOENUHSATH MPOTOH, IO-
crynmaroumit u3 kucinorHon obiactu (R—COO~ +H' —
— R—COOH), u ormaBaTh ero B ILIEJOYHYIO 00JACTh
(R—=COOH — R—COO~ + H™).

2. JIBa TIPOTOHHBIX KaHaJa, PACHOJIOKEHHBIX B MEM-
6pannoit yactu FoF-AT®-cunrtazel. OquH U3 HUX HAXo-
IUTCSE OJIMKE K CTOpOHE MeMOpaHbI, OOpalléHHOW B 00-
JIACTh C TIOBBIIICHHOW KOHIIEHTpAIMell HOHOB BOIOPOIA
("kucnoTHbI pesepByap"). DTOT KaHal O00eCeYMBAET
MOCTYIICHAE MMPOTOHOB K KOHTAKTHPYIOIIEH ¢ HUM JICIPO-
TOHUPOBAHHOW KapOOKCWJIBHOW Tpymie C-CyObeIuHHIIbI
(R—COO~ + H* — R—COOH). Apyroii kauai, oGpariéu-
HBIIi B IPOTHBOIOJIOKHYIO CTOPOHY MeMOpaHbl, oOecreyn-
BaeT JHMCCOIMAIMIO MPOTOHOB B 00JACTh C TOHWXEHHOM
KOHIEHTpaIMel HOHOB Bogopoaa ("wenounoi pesepsyap").
DTH KaHaJbl HE CBSI3aHbI APYT C APYrOM HEIOCPEICTBEHHO,
MTOCKOJIbKY OHH PACIIOJIOKEHBI HECOOCHO.

I'naBHyro posib B paboTe mpoTOHHBIX kKaHasioB FoFi-
AT®-cHHTA3BI UTPAFOT AMUHOKHICIIOTHBIE OCTATKU CYOhETH-
HUII a U C, COAEPXKAIINE MPOTOHNPYEMbIE TPYIIIbI, KOTOPBIE
CHOCOOHBI YAEPKUBATh MPOTOHBI U MEpelaBaTb UX APYT
npyry. Takue Tpynmel coAepXkaTcsi B aMUHOKHCIOTHBIX
OCTaTKax acrnaparnHoBOW KUCIOTHI (Asp), aprununa (Arg),
ructuauaa (His) u rmrorammuoBoi kuciaotel (Glu). V
Gaktepuu E. coli KIHOYEBYIO pOJIb B INEPEHOCE MPOTOHOB
yepe3 FoF|-AT®-cunrtasy urpaer xapOokcuibHas rpynmna
acraparuHOBOM KHCJIOTBI, PACIOJIOKEHHOU Ha c-CyObeau-
Hune (Asp6l, mudpa 61 obGo3HAYAET MOPSIAKOBBI HOMEpP
AMHHOKHUCJIOTHI, OTCYUTBHIBAEMBId OT IN-KOHIA IOJIHIIETI-
THIHOW IIeNM CyObeIuHUIBI ¢). JIpyroil BakHOW aMHHOKH-
CJIOTOM, CBSA3aHHOM C MEPEHOCOM MPOTOHOB, SBJISAETCS
aprunud (Arg210), Bxoasiuuil B cocTaB CyObEOUHUIBI a.
I'yanuauHoBasi rpymma, BXOZsIIas B aMHUHOKHCIIOTHBIN
octatok Arg210, umeeT moOJIOXKUTENbHBIA 3apsa. Cxema
BO3MOXHOTO DACIOJIOXKEHUs J3THX TPYNI WU OCHOBHBIE
cTaJuu mepeHoca NpoToHoB uepe3 Fy mokazanel Ha puc. 5.
B nepenoce nportonoB uepe3 FoFi-AT®-cunrtasy yuacrt-
BYIOT, O-BUAMMOMY, U JPYI'He aMHHOKHUCJIOTHBIE OCTATKU
a-cyObeIMHUIBI, OTHAKO UX POJIb B CO3JAHUM BpalllaTellb-
HOTO MOMEHTAa HE CTOJIb CyIIeCTBEHHa, Kak Asp6l u
Arg210.
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Puc. 5. CxeMBl, IUITFOCTPHUPYIOILIE TPAHCMEMOPaHHBII NEPEeHOC IPOTO-
HOB 4epe3 MeMOpaHHBIH (pparmeHT FoF|-AT®-cHHTa3bl U MeXaHU3M
rerepanuu cuiisl Fro, co3aaroleit BpamareabHblii MOMeHT. [ToapoOHo-
CTH pabOTHI MPOTOH-IPOBOISILErO MyTH, IO KOTOPOMY HOHBI BOAOPOAA
nepenocstes u3 "kucnotHoro" B "ienouHoi" pesepsyap, cM. B TEKCTE.

3.2. Mexann3mbl pynxnuonnpoBannsi FoF-AT®-cunrasst
3.2.1. Katanutuieckue neHTpsl nporonHoii AT®-cuntassl.
Peakumu cunTesa u ruaposmsa mostekyst ATP npouncxonsrt B
katanutudeckux neHTpax FoF;-AT®-cunrasbl, pacmosio-
KEHHBIX B OeJIKoBOM KoMmiiekce Fi. OTaenéHHblii oT MeM-
OpaHbl KOMIUIEKC F| TepsieT cmocoOHOCTh CHMHTE3UPOBATH
ATP, mockojJbKy OH HE MOXET HCIOJIb30BATh 3HEPTHUIO
TpaHCMEeMOpaHHOW Pa3HOCTH MPOTOHHBIX MOTEHIHATIOB
Apy. B To xe BpeMs M30JHPOBAHHBIA KoMIuUiekc Fi,
HPEJICTABICHHBINA [aXXe B €r0 MUHUMAJbHOU "KOMILIEKTa-
wun" o3 By, MoxeT 3hPEeKTUBHO KATAIN3UPOBATH THAPOJIH3
ATP: 3Ta peakuus 3HEpreTHYECKH BBITOJHA U HE TpeOyeT
SHEPI'Uy BHEIIHEr O UCTOYHUKA.

N3BecTHO, uTO F| COAEPKUT IIECTh IIEHTPOB CBSI3BIBAHUS
HykyeoTunoB (ATP i ADP) [36, 37]. Tpu U3 HUX SIBJISIFOTCS
KaTaJUTHYECKUMU LEHTPAMH, B KOTOPBIX IPOTEKAIOT peak-
muu cuHTe3a win ruaposmza ATP. Tpu npyrux ueHtpa
MPOYHO YAECPKHUBAIOT CBSI3AHHBIE C HUMH HYKJICOTHIBI, HO
HETIOCPEACTBEHHOT O YYACTHUsl B PEAKIMSAX CHHTE3a I TU-
pommza ATP He npuHuMaroT. CUMTaeTCs, YTO ITH IEHTPBHI
UTPAIOT PErYJISTOPHYIO pOJib B paboTe epmenta [36, 37].

Kartamurudeckue HeHTpbl HaxoasTes B meisx ("kapma-
Hax") rexkcamepa o33, PACMOJIOKEHHBIX MEX/Y CMEXHBIMHU
cyobenuaunamu o 1 B (puc. 6). Bombiias yacte GyHKIMIO-
HAJIbHO BQKHBIX AMUHOKHCJIOTHBIX TPYIII, YYACTBYIOIIUX B
(OPMUPOBAHUU KATAJUTUYECKUAX IIEHTPOB, MPHHAJICIKHUT
cyobequauiaM 3. OTBITHI IO HATPABJICHHOMY MyTareHe3y ¢
M30MpaTEIbHON 3aMEHOW aAMHHOKHCIIOT TOKa3aJid, 4TO
KJIFOYEBYIO POJIb B peaklusax cuHTe3a W ruaposmza ATP
WTPAIOT YeThIpe AMHHOKUCJIOTHBIX OCTATKa: TPU aMHHO-

_ LY
B-Lys162 B-Glu 188 A
v  Mg?} /
» a e ol /
Pt .

DELSEED

Puc. 6. IIpocTpaHCTBEHHOE CTpOCHHE OEJIKOBOIO KOMILIEKca o3f3Y.
(a) Bux cOoky (mmoka3aHbl TOJIBKO TpU cyOobequHHIBI ofy); (6) BHI cBEp-
xy. TosicThIMH CTpesikaMM MOKa3aHO pacrojioxeHue MoJiekysal ATP u
ADP B KaTaJIMTHYECKKX IIEHTpax (pepMeHTa. TOHKUMHU CTPEJIKAMM TTOKA-
3aHO pacroJioxkeHue Tpéx MoJiekyn ATP B HekaTaaUTUUECKUX IEHTPAx
cBsi3bIBaHUs. Ha BcTaBke BHM3Y moka3aHbl Mouiekyisl ADP u Pi u ux
Oumkaiiliee OKpyXeHUEe BHYTPU KaTaJIMTUUeCcKOro neHtpa Fi-ATda3sbl.
IIpuBe€HHBIE CTPYKTYPBI COOTBETCTBYIOT JAHHBIM PEHTICHOCTPYKTYP-
Horo aHaym3a s Fi-AT®a3b1 MUTOXOHIPHIA cep/iiia Obika [55].

KHACJIOTHBIX ocTaTka cyobeaunuIs!  (B-Lys162, B-Argl89 u
B-Glul88) u oarH aAMUHOKUCIIOTHBINA OCTATOK, IIPUHA IJIEKA-
it cyosenuuune o (o-Arg373) (M. puc. 6, HOMEHKJIATypa
AMHUHOKHUCIIOT cooTBeTCTBYeT Fi-AT®aze u3 Mutoxouapuit
cepana Obika [55]). DTH aMUHOKHUCIIOTHBIE OCTATKH CO3/IAF0T
"6iaronpusitHoe" okpyxkenue cybcrpatos peakiuu (ADP u
P;), cnocoGcTByromee obpazoBanuto ATP. [MonoxurenbHo
3apsDKEHHBIE TPYIITBI AMUHOKUCIOTHBIX OCTaTKOB B-Lys162,
B-Argl89 u a-Arg373 BMecTe ¢ moHOM Mg>t, CBSI3aHHBIM C
Moutekysioit ADP, 3kpaHUPYIOT OTpHIATENbHBIE 3apsibl,
JIOKaJIM30BaHHbIE Ha aToMax Kuciopona mojekyn ADP u
P;. Bnarogaps aTomMy CHMXaeTcsl SHEpreTUUecKuil Gapbep
peakuuu obpazoanust ATP uz ADP u P;.

Tpu xkatanmuruyeckux neHtpa FFo-ATd-cunrassl ume-
0T pa3Hoe cpojacTBo k Mojiekysiam ATP, ADP u P;. OT1o
CBSI3aHO C T€M, UTO BCE TPU OEJIKOBBIE CYyObeIMHUIIBI O U BCE
Tpu OeJKOBble CyObeMHUIBI B, GopMupyromme KaTalIuTH-
4ecKue LEHTPbl (epMEHTa, B KaXAbli MOMEHT BPEMEHHU
AMEIOT pa3Hble KOHPOpMAaIMU MO MPUYMHE CBOEil KOHDOP-
MAalUOHHOW JaOUILHOCTH. PEHTIeHOCTPYKTYPHBIN aHAN3
Fi-AT®a3sr (xoMmmiekc o3f;y) W3 MUTOXOHAPHH cepana
Obrka [55] mokazan cienyromree. B 3akpucTaiIm30BaHHOM
OeJike OJMH W3 KATAJIUTHUYECKHUX IIEHTPOB COAECPKAT MOJe-
kyiny ATP (tounee, e€ Hermaposm3yeMblii anajgor AMP—
PNP). B monekyiie AMP—-PNP atom kuciaopona Mexmy
BTOPBIM UM TPEThbUM aToMamu (ochopa 3aMeHEH a30TOM,
4yT0 MpeaoTBpamaet ruapoan3 AMP —PNP B xome kpucrai-
Jm3anuu pepMeHTa. Bo BTOpOM KaTaJUTHUYECKOM ILEHTPE
Haxommiach MoJiekyia ADP, TpeTuii ieHTp 6611 CBOOOEH.
OueBUAHO, YTO PA3JIMYHOE CPOJCTBO ITHX LEHTPOB K
aykreotuaaM (ATP u ADP)! o6ycnoBneHo ux cTpyk-

! 3nech u nasiee mojpasymeBaercst (€CM HE OTOBOPEHO 0C000), 4TO
moutekyiibl ATP u ADP, obianaroiye BBICOKMM CPOICTBOM K HOHAM
Mg?*, o6pasyior komiiekchi ATP—Mg?t u ADP—Mg?>* (cMm. puc. 1).
M3BecTHO, 4TO MOHBI Mg>t ABJIAIOTCA 0043aTEBHBIME Y4ACTHUKAMU
COOBITHIA, MPOTEKAIOIMINX B KATAJIUTHICCKUX IEHTPAX IIOJABJISIOIIETO
OOJBIIMHCTBA H3BECTHBIX B Tpupoae ATdas [36, 49].
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TYPHBIMH paznuuusiMu. KatanuTuueckuil LEHTp, coAepika-
it ATP, naxoautes B "3akpoitoil” koupopmanuu (Brp), B
3ToM 1eHTpe MoJjiekysia ATP mpovHo cBsizaHa ¢ GeKOM.
Karanutuueckuit neHTp, cogepxamuit ADP, Taxxke 3akpbIT,
HO ero KoHpopmarms Ppp HECKOIBKO OTIMYAETCS OT KOH-
dopmaruun Brp. CBoGOmHBIA 1eHTp uMeeT "OTKpbITYIO"
koHpopmamuio Bg. B ornmume ot neHtpoB PBrp U PBpp,
MPOHUKHOBEHUE CYOCTPATOB B KATAJIMTHYECKWHA HEHTDP Pg
HE 3aTPYAHEHO CTEPHYESCKUMU MPETSITCTBUSIMU. DTH 0COOEH-
HocTu cTpoeHust Fi-AT®a3pl XapakTepHbI Takxe JJIs
F-AT®a3, BbliesieHHBIX U3 Apyrux opranuzmos [57]. Cie-
JIyeT, OJTHAKO, 3aMETUTb, YTO JJIsl HEKOTOPBIX U3 M3Y4YECHHBIX
KPUCTAJUTMYECKUX CTPYKTYD 0335y 3aMOJIHEHHE KaTaJIuTHye-
CKUX IEHTPOB Brp U Ppp 0110 MHBIM. CortacHo [60, 61], nBa
KaTaJIMTHYECKUX MEHTpa coaepxain moekyisl ATP, Tpe-
THIA OBbLI CBOOOJEH. DTH pa3jINyus, BEPOSITHO, OTPAKAIOT
pasHble 3auUKCUpOBaHHBIE KOH(POPMAIMOHHBIE COCTOSIHUS
(dbepmenTa, 3aBUCSIIIE OT YCIOBHMA KPUCTAIUIN3AIINY.

Paznuyus B CBOWCTBAX KAaTATMUTHIECKUX HEHTPOB Pg, Bpp
1 Prp OOYCIOBIEHBI acCHMMeETpHeEll OeIKOBOTO KOMILIEKCa
a3PB5y. Benencrsue Toro 4to BHYTpH Trekcamepa o3f3; Haxo-
JUTCST MPOTSDKEHHAS U30THYTas CyObeAMHHULA Y, CyObeau-
HUIIBI P (TaK K€ KaK ¥ CyObeJMHMIIBI o) IPUOOPETAIOT pa3HbIC
koHpopmanuu. BapuabenbHOCTh KOH(pOpMauu 00Yyci0-
BJICHA THOKOCTBIO OCJIKOBBIX CYyOBETUHHUIL O U [3, BCIICICTBHE
Yero WX CTPYKTypa M3MEHSIETCS MPU BPAICHUU CYObEIU-
Hutpl Y. CyObenuHuna 3 COCTOUT M3 JIBYX KPYIHBIX JOME-
HOB (Ha puc. 7 — TEMHOTIO M CBETJIOr0), COEAMHEHHBIX
"maprupoM". V1o ff, XapakTepu3yIOIMil B3aUMHOE PacIo-
JIOKEHHE 9TUX IOMEHOB, TIPU IOBOPOTE H30THYTOMN CYOBEIH-
HUIIBI Y U3MEHsIeTcsl mpubym3nTepbHo Ha 30° (cp. puc. 7a
76). Ilpum 3TOM CyOBEOWHUILI O TaKXKe W3MEHSIOT CBOH
KOH(pOpMAIUK, HO HE3HAYUTEJILHO.

Wrak, 6Gnarogapsi CTpyKTYpHOU THOKOCTU TpH CyOBEIU-
HUIIBI B, KOHTAKTUPYIOLINE ¢ PA3HBIMUA CTOPOHAMH HU30THY-
TOU CYOBETMHHUIIBI ¥, IPUOOPETAIOT pa3Hble KOHPOPMAIIHH.
DTUM OIpPENesSIFOTCS CTPYKTYPHBIE DPA3IUYUST KATAJNTH-
YECKHUX IEHTPOB, MPOSBJISIONINECS B UX PA3HOM CPOJICTBE K
ATP, ADP u P;. Cnenyer 0co60 mOAYEpKHYTh, YTO UMEHHO

Puc. 7. Pacmonoxenune CyObEAMHUIBI Y MEXIAY HTPOTHBOJICKAIMMU
cyobemuanamu o 1 B: (a) "orkpbiTas" KoHpOpMALU KATAIUTHIECKOTO
LEHTpa, He cojepxkaiiero cyocrparos, (6) "sakpeitas" kordopmarus
KaTaJIUTHYECKOTO HEeHTpa, coaepxkainero Mg?t —ATP. CTpykTyphl co-
OTBETCTBYIOT JAHHBIM PEHTTCHOCTPYKTYpHOTO anam3a ;s Fi-ATda3sl
MUTOXOHIpHIi cepana Obika [55]. Bpe3ku BHU3Y MOKa3bIBAIOT H3MEHEHUE
B3aHMHOTO PACHOJIOKEHUS O-CIHPATBHBIX yuyacTkoB B u C B oGyactu
"wapHupa" cyGbeMHALBL B, CONPSHKEHHOE CO CTPYKTYPHBIMH H3MEHE-
HUSIMH CyObeIUHUIBI B B pe3ysibTaTe CBsI3bIBAHHS MOJieKyjibsl ATP
(MoaupHUIUPOBaHHBIN puc. 3 u3 [62]).

HaJIMYMe U30THYTON CyOBeIMHUILI Y O0YCIOBIMBAET ACUM-
METPHIO KOMIUTEKCa o303y M, COOTBETCTBEHHO, pa3jIMyKe
CBOMCTB KaTAJIUTUIECKUX IEHTPOB P, Ppp U PBrp. HelicTBu-
TEJILHO, KaK MOKa3aJl PeHTTeHOCTPYKTYPHBIN aHAJIH3, HCKYC-
CTBEHHO CKOHCTPYHPOBAHHBIN T'eKCaMePHBII KOMILIEKC o333,
HE coepKaluil cyObeIMHUIBI Y, SIBJISCTCS] CHMMETPUYHBIM
(cummetpust Cs), Ipu 3TOM Bce CyOBeMHUIBI B (TaK ke Kak
BCE CYOBEIUHUIIBI 0)) MMEIOT OJIMHAKOBBIC KOH(OpMaiuu
[63].

Cpenu BaXHBIX CTPYKTYPHBIX OCOOCHHOCTEH CyObenu-
HUIBI B ciieayeT oOpaTUTh BHUMAHUE HAa XapaKTEPHYHO
METJII0, BBICTYMAIOIIYIO B CTOPOHY CYOBECIMHUIBI Y (CM.
puc. 6, 7). DTOT (PparMeHT MOJIMIENTUIHON [IENH, Ha3bIBAEC-
meiit DELSEED (B cooTBeTCTBUY C TIOC/IETIOBATETLHOCTHIO
AMHHOKHUCJIOT), COJIEPXKUT IISITh OTPUNIATETHHO 3aPSDKEHHBIX
AMHHOKHUCJIOTHBIX ocTtatkoB (D — acmaprtat, E — rrota-
MaT), OJIMH IOJIOKUTENIbHO 3apsikeHHbI (L — nu3uH) u
OIIMH HEUTPaJIbHBINA (S — cepuH). YYaCTOK MOJUNCIITHIHON
menu cyobeauHUIBI Y, KoHTaktupytroumii ¢ DELSEED,
COJIEPXUT B OCHOBHOM IMOJIOKHUTENILHO 3apsDKCHHBIE aMHU-
HOKHUCJIOTHBIE OCTATKH. B3auMopeicTBUe pacCHOJIOKEHHBIX
BOJIM3U IPYT OT Apyra 3apsHKeHHBIX Y4acTKOB cyObeaAuHuIl 3
U Y o0ecreynBaeT MEXaHUYECKOE COMPSKEHNE MEXy STUMHU
IByMsI BaXXHEHIIMMH Y3JIaMH MAaKPOMOJIEKYJISIPHON KOH-
crpykiun F-AT®a3bl. BeneacTeue TeCHOTO KOHTAKTa 3TUX
(parMeHTOB, IpU U3MEHEHUH KOH(POpMAIMH CyObe IMHHUIIBI
B, maaynupoBaHHOM cBsizbiBaHneM ATP kaTamuTuueckum
LHeHTpoM (epmeHTa, co31aéTCsI MOMEHT CHUJIbI, BBI3bIBAIO-
IUA TOBOPOT poTopa (BpallieHHe CyObeAWHMIIBI Y TpU
rugaposmze ATP).

C npyro#t CTOpOHBI, IPUHYAUTEIHLHOE BpAIlleHHE CYyOh-
eJVHUIIBI Y, CBS3aHHOW C POTOPOM 3jleKTpoMoTopa Fy
(kpyTsimerocs 3a cuéT sHepruu Ay ), BEI3BIBaeT KOH(pOpMa-
LIMOHHBIE U3MEHEHUs CyObeaUHUIB! B. B pe3yabraTte 9TOrO
U3MEHSIFOTCSL COCTOSIHUSI KAaTaJIUTUYECKUX LEeHTpoB F; m
npoucxoaut cunte3 ATP uz ADP u P;. IIpoBons aHajmoruto
€ MakKpOCKOMMYECKUMH MOTOPaMH, MOXHO CKa3aTb, YTO B
3TOM CJlyyae Bpallaromasicss 3a CYéT paboThl 3JIEKTPOMO-
Topa Fo axcueHTpuyeckasi cyObeIMHULA Y BBIIOJHSIET POJIb
MoJeKkyIsipHOro "KoneHuaToro Bana'"?, TOJIKAIONIEro cyonh-
eJTUHUIIBI [3.

3.2.2. KaraauTuyeckue UMKJIbI PeaKIMil CHHTE3a 1 THPOJIH3a
ATP. Paborta FoF-AT®-cunrassl cBsizaHa ¢ €€ CTPYKTYyp-
HBIMH NI€PECTPOMKAMU, B Pe3yJbTaTe KOTOPBIX CUHXPOHHO
U3MEHSIFOTCSI COCTOSIHUSI BCEX TPEX KATAJIUTUYECKHX LICHT-
poB. B HacTosieM pasjesie Mbl pACCMOTPHM, KaKUe U3Me-
HEHHUS KATAJIUTUYECKUAX IEHTPOB MPOUCXOIST MPU BPAIIICHAN
"poropa" (cyobeMHAIIA Y) BHYTPH TeKcaMmepa o3 B3 U Kak 9T’
CTPYKTYpHBIE M3MEHEHHUsI Oejika CBSI3aHbl C PEaKIUsIMU
cuHTe3a u ruapoausa ATP.

Yuuyenmpaaonvtii kamaauz. Mexanoxumus peaxyuu 2udpo-
auza ATP. PaccMoTpuM CHauvaja NMpOCTEHIIMNA cueHapuid
COOBITHIl, MPUBOISAIINX K ruApon3y ATP B ogHOM KaTasu-
THYECKOM LIEHTpe (epMeHTA. DTOT CIIEHAPUN COOTBETCTBYET

2 Ha caiite JI. Yokepa (J. Walker) B WHTepHeTe MNpeiCTaBIIEHbI B
OTKPBITOM JIOCTYIIE AaHUMAIMOHHBIE (DMIIBMBI, HJUIFOCTPUPYIOIIE KOH-
(dopmanmonnsie u3MeHenuss AT®-cuntassl u e€ cyowbeaunui (http://
www.mrc-mbu.cam.ac.uk/research/atp-synthase/molecular-animations-
atp-synthase). B psie crareii I'. Ocrepa (G. Oster) B CIUCKe JIMTEPATYPBL
YUTATENb TAKXKE HAWMIET CCBUIKM HA Pa3HOOOpa3Hble aHUMAIUH ITOTO
(dbepmenTa.
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TaK Ha3bIBAEMOMY YHUIIEHTPAJIbHOMY MEXaHU3MY KaTaJIu3a,
KOTOPBI pean3yeTcsi MpU UCKJIIOYUTE]bHO HU3KUX KOH-
neatpamusx ATP (~1 HM), xorga u3 TpéX IEHTPOB
CBSI3BIBAHMSI TOJIBKO OJUH KAaTAJMTHYECKHH LIEHTP COJep-
xuT moJiekyiny ATP. UcciaegoBanusi yHHIIEHTPAJIbHOTO
MEXaHNU3Ma KaTaJIi3a MO3BOJIMJIN OLEHUTh 3HEPTETUKY KJIFO-
4eBbIX cTaauil ruaposm3a ATP [36, 64— 68].

IMocnemoBaTeIbHOCTD TUX COOBITHI MOXKHO YIIPOIIEHHO
3aMucaTh CIIeayIOIUM 00pa3oM:

I'uaposns ATP
—

E+ ATP 2 Eatp 2 Ejarp) 2 E&’%p) 2 Ejypp + P2

-
Cunres ATP

2 E+ ADP + P;, (3)

rae cuMBOJIOM E 0003HaueH cBOOOIHBIA KAaTaJIMTUYECKHA
neHTp; Earp 1 E (ATP) — KaTaJIMTHIECKUHA LIEHTP, COMEPKA-
mwuii cinabo u HS)O‘lHO cBsizaHHyro MoJiekyay ATP coot-
BETCTBEHHO; E< ADP) KaTaJUTUYEeCKUIl LIEHTp, colepka-
it ADP u Pi; By ppy — KaTanuTuaeckuit LeHTp, conepxka-
it ADP.

Peaxiuu rugponusa u cuareza ATP paccmatpuBaroTcst
KaK MOCJIeI0BATEIbHOCTh YaCTHBIX peakiuii (3), mpoTekaro-
X B PA3HBIX HAPABIICHUSIX.

PaccMoTpuM  9HEpPreTHKY TMPOIECCOB, OMUCHIBAEMBIX
cxemoii (3). IlepBbIM akTOM B IeTU COOBITUH, MPUBOIS-
mux k ruaposmsy ATP, saBasercs cBs3piBanue ATP
dbepmerToM. CBOOOMHBIA KATAJIUTHYECKHI LEHTp oOJa-
JTaeT BBICOKHM CpOACTBOM K MoJjiekyie ATP. Ces3biBanue
ATP ¢epmeHTOM — 3HEPreTHYECKH BBITOJIHBIN Ipolece,
KOTOpBIA B "cTaHAapTHBIX" YCIOBHUSX, KAK 9TO CIEAYET W3
OMOXMMMYECKHX JTAHHBIX [64— 68], XapakTepusyeTcs YMEHb-
IIeHneM  CBOGOIHON  JHEPTHH  CHCTEMBI’ AG?ATH =

—(14—16) xxan momnb~!. CesspiBanue ATP MoxkHO pac-
CMATPUBATh KaK IOCIEJ0BATEIbHOCTb HECKOJIBKUX 3JIEMEH-
TapHbIx cranuil. [lepBas cramus — 310 auddysus mMore-
KyJbl ATP u3 pacTBopa B OTKPBITYIO LIEJb MEXAY OJIm3Je-
KAIUMK  cyObeUHMIIAMUA o W [, BHYTPU KOTOpPOW Ha-
XOJUTCS KATAJIUTHYECKUI HEHTP. DTa CTAAUS YCKOPSIETCS C
poctoMm konnentpamuu ATP B pactBope. [Tocaaka ATP B
KaTaJIMTUYECKUN IIEHTP HHIAYIUPYET CTPYKTYpHBIE TMepe-
cTpoiiku 6eska, B pe3yjIbTaTe KOTOPBIX OTKPHITHINA KaTaJIu-
THYECKUN LEHTP CTAHOBUTCS 3aKpbITBIM (puc. §). AHanu3
ctpykTypbl F1-AT®a3b! 1 pacu€Thl METOIOM MOJIEKYJISIPHOU
WHAMWKHA, BbITTOJTHEHHBIE OCTepoM ¢ coTpymHHKamu [69],
NIO3BOJIUIM PEKOHCTPYUPOBATh MOCIEA0BATEILHOCTh COOBI-
THA, CBSI3aHHBIX C copbimeir monekyiasl ATP. Bcenen 3a
npoHukHOBeHHeM ATP B OTKpBITYIO IIEJIb KaTaJIUTHYeC-
KOT'0 LEHTPa MPOUCXOAUT MOCJIeI0BaTeIbHOEe 00pa3oBaHue
15-20 Bomopoanbix cBsizeit mexny ATP m amMuHOKHCIIOT-
HBIMH OCTAaTKaMH KaTaJauThdeckoro IeHtpa. Kondopma-
[IMOHHBbIE M3MEHEHMs OeJika, WHIYNHPOBAHHBIE MOCAIKOU
ATP, 3arparuBaroT TpexIe BCEro NPOCTPAHCTBEHHYO

3 MomuepkHéM, YTO MPUBOAMMEIE 37ech 3Hauenns AGC oTHocsTCs K
U3MeHeHusIM CBOGOIHOM sHeprum B "craHmapTHBIX" yciaoBUAX (KOH-
neHTpamuu peareHToB 1 M, Temmneparypa 25°C, pH = 7,0), koTopsle
Boraucisnotest no popmyie AG® = —RT In Keq, e Keq — KOHCTaHTa
paBHOBECHS] XMMMYECKOW peakiuu, R — yHHBepcajbHasl ra3osas IO-
crosinHast, T — temmepatypa [K]. Beneacrsue 3aBucuMOCcTi CBOOOHOM
sHeprun ruaposmza ATP ot konneHTpammit peareHTOB, AGaTP =
= AG® + RT In {([ADP] - [P;])/[ATP]}, B peasibHbIX yCIOBHAX 3HAUCHHE
AGATP MOXKET CYIIECTBEHHO OTJIMYATHCS OT AG? [49].

ADP
w ( %ADP+P % )
ATP E ﬁll(

( %ATP+H O% ) .

Puc. 8. Cxema, WUIFOCTPUpYIOLIAsi CBSI3b XUMMYCCKUX IPEBpAILCHHUIT
ADP, Pi u ATP co CTpyKTypHBIMH HM3MEHEHUSIMU CyObeAMHHUIBI [
(mepexo/bl KaTaauTuieckoro uentpa "oTkpbiToe" « "3akpeiToe" co-
crosiHue) 1 BpameHuem potopa FoF -AT®-cunTassr. CumBos! Bg, Ppp
1 Brp 0003HAYAIOT pa3IMYHbIE KOHPOPMAIMOHHBIE COCTOSIHUS KATaJIH-
THYECKOTO LEHTPa (CM. OOBSICHEHHUS B TEKCTE), CHMBOJIOM Py 0003Ha-
4eHo "mouy3akpeIToe" COCTOSIHIE KaTAIUTUYECKOTO IEHTPA.

CTPYKTYPY CYOBEIUHUIIBI 3 — MPOUCXOIUT MOBOPOT OJTHOTO
13 JOMEHOB CyOBbEIUHUIBI B OTHOCHUTEIBHO APYIroro. 9tu
M3MEHEHMs], KaK OBIJI0 CKa3aHO BBIIIIE, CONMPSIKEHBI C TOBOPO-
TOM cyObeuHHIIBI ¥ (cM. pasjel 3.2.1). B pe3ynbTate Takux
M3MEHEHWI OTKPBITBIA KATATUTHYCCKUH IEHTP MEPEXOTUT B
3aKPBITOE COCTOSIHAE, B KOTOPOM OH NPOYHO YyIEPKHUBAET
Moutekyily ATP 3a cuér oOpa3oBaBumIuMXCS BOJOPOJIHBIX
cBszeit. ITo Mepe 3aKpbITUS KATAJIMTUYECKOTO EHTPa YUCIIO
BOJOPOJHBIX CBsI3ei, ynepxxuBaromux mojekyiry ATP, yse-
muuuBaetcs, gocturas 15-20. B wmrore mosexyna ATP
OKa3bIBACTCS 3aXaTOW MEXIY IBYMsS METJISIMU CyObeIu-
HUIBI B U TOJIOKHUTEIHHO 3apSDKEHHBIM AMHHOKUCIOTHBIM
ocrtatkoM o-Arg373, mnpuHaIeKAIMM CyObeAUHMIIE .
Baxnyro ponp B mepexome ATP u3 cmabo cBsizaHHOTO
COCTOSTHUSA B TPOYHO CBsA3aHHOE mrpaeT moH Mg?t. Ectpb
muenue [70], yto sHeprusi copOrum Moiekyiasl ATP gac-
THYHO (= 40 %) TpaHCcHOpMHUpPYETCS B 3HEPIUIO YIPYTUX
nedopmanumii 6eska, CBI3aHHBIX C U3rHOOM CyObeMHUIIBI 3
u aedopmanueil e€ TOJMIENTUAHOW e Ha YydacTKax,
HETIOCPEACTBEHHO (HOPMUPYIOUINX KATAJTUTHYECKUI HEHTP.
Cunraercs, 4TO dHeprusi ynpyrux aedopmanuii cyobemam-
HULBI B, ¢ KOTOPOit cBsi3bIBaeTCcst MoJiekyiaa ATP, ucmosb-
3yercs sl paboOThl APYruX KaTaJUTUYECKUX LIEHTPOB
Fi-AT®aszsr [70].

BHYTpH 3aKpBITOTO KATATUTHIECKOTO IIEHTPA CO3IAFOTCS
ycioBust it Obictporo ruaposmza ATP. Kak ycrtaHoBmII
Boiiep ¢ corpynuukamu [36], B 3aKpbITOM LEHTPE MPOUC-
XOAST MHOTOUHUCIIeHHBIE (~ 50 pa3) oOpaTuMble B3auMOIIpe-
spamenuss ATP u ADP (ATP + H,O =2 ADP + P;), koto-
pble He TPeOYIOT 3HEPrUM BHEIIHEro ucTouyHnka. Koncranra
paBHOBeCHs 3TOM peakiuu 6yu3ka k equaune (Keg ~ 0,5-2,9
[64—68]), oTkyna ciieayet, 4TO CBOOOIHAS SHEPT S PEAKITUH
ATP + H,0 =2 ADP + P;, npotekaroiiieii B 3aI(pBITOM KaTa-
JINTUYECKOM ueHTpe 6auska x Hymo, AG? (ATP 2 ADP+P;) ~
~ 0 kxan moap~ . HbIME cllOBaMH, peaxunu TUAPOJIA3A U
cunte3a ATP, mportekaromue BHYTPH KaTaJUTHYECKOTO
[IEHTpa, He TPeOYIOT SHEPTMH BHEIIHETO HUCTOYHHKA. DTO
O3HA4YaeT, YTO OKpyxeHue Mosiekya ADP u P; B katanutu-
YECKOM IIEHTpE 0JIaronpusiTCTBYeT 00pa30BaHUIO KOBAJICHT-
HO CBSI3U MEXTy X (HOCHaTHBIMU TPYMITAMH.

IMpoayktel ruaposmsza ATP (monekynst ADP u Pj)
JIUCCOIIMUPYIOT B pacTBop. OUeBUIHO, YTO ITOMY CHOCOO-
CTBYET OTTAJIKMBaHUE OTPHUIATEIbHBIX 3apsIOB PACHOJIO-
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E + ATP
Ob——— - - - - - __

ITocaaka
~ _s| ATP AGRp
= E + ADP + P;
S —_—
g _ _
5 —10 | Tunposus ATP BhIxox
§, ) ADP
% Eatp) == Exppy — Eapp)
< —15F — %

_20 L Boixon P;

Puc. 9. JluarpaMma n3MeHeHnii cBo60o1Ho# sHeprun AG° ipu ruaposmse
ATP F|-AT®a3oit B "cranmaptanix" yenosusx. (E — mosekyna dep-
MenTa.) 3uauenns AG® paccuutansl no popmyine AG® = —RT In K.
KoncranTbl paBHoBecHust K.q YaCTHBIX peakLui, MpeICTABIEHHBIX HA
nuarpaMme, IOJIyYeHbl HA OCHOBAHMM KHUHETHYECKMX TaHHBIX s Fi-
ATd®a3, BbIIETICHHBIX H3 METOXOHAPHI cepana Obika [64, 65] u 6akrepun
E. coli [66].

KEeHHbIX BOJIM3u MoJjiekysl ADP u P;, koTopoe ociabiser
cBsa3b Pj ¢ xatanuTuueckuM neHTpoM. M3BectHO [64—68],
4TO JIUCCOLMALINS Pi 9TO SHEPreTHUYECKU BBITOJHBIN
nponece, AGH, ~ —(0,5-4) xxan momp~'. Ocrapuascs
mocie anccouuaunn P; monexymna ADP COXdeSIeT cpon-
CTBO K KATaJIMTUYECKOMY IEHTDY, CTaHI[apTHafI CBO-
OomHast JHEprus I[I/ICCOIII/IaHI/II/I ADP pasna AG (ADP) ~
~ 7—12 xkan Moub . [TOJHBIA NUKIJI peakIyu THIPOIU3A
ATP (puc. 9) siByIsieTCcsl JHEPTETUYECKU BBITOJIHBIM IPOIIEC-
coM (AGR1p._ appip, ~ —(7—8) KKam momb™!), KOTOpHIiA
MOXET MMPOTEKATh CAMOTIPOU3BOJILHO.

Peanmzamus mporeccoB, omMMCBhIBaeMBbIX cxemoin (3),
HampaBjienuu cuHTe3a ATP, sHepreTHueckd HEBBITOJHA,
JUI. 9TOTO TpeOyeTcsl SHeprusl BHEIIHEro UCTOYHMKA. [lo-
atomy usosimpoBanHasi Fj-AT®a3a cama no cebe He cro-
cobHa cunre3upoBath ATP. OgHako, Kak Mbl YBUIUM HIKE
(cMm. pasnmen 4.1), B ompelefiéHHBIX AKCIEPUMEHTATIbHBIX
YCIIOBHSIX 32 CUET BHEIIHEW CUJIbI, BBI3BIBAIOIICH BpallleHHEe
cyObeauHUIbl Yy, Aaxe u3oiupoaHHas Fj-ATdaza cno-
cobna cuntesupoBath ATP. Tenepr mogpoOHee oOCyauM
BONPOCBI O TOM, HACKOJIbKO (DepMEHTATUBHBIA KaTaam3
ycKopsieT peaknuu cuHTe3a W runposmsza ATP m ot uero
3aBUCSIT CKOPOCTH 3THX PEAKIIHN.

Myavmuyenmpaavnotit kamaausz. Oynkuus pepmMeHTa —
YCKOpPEHHUE pPeakIMy, KoTopas cama 1o cebe (Hampumep,
caMoTpou3BoJibHBIA ruaposm3 ATP), 6e3 ¢pepmenta, mpo-
TeKaeT OueHb MeIJIeHHOo. Kak ObLIO CKa3aHO BHIIIIE, MOCIIE/-
HSIS CTaAus B IleNW peaknuid (3) B HANIpaBJICHUN THIPOJIA3A
ATP — mucconmanus ADP — sHepreTruecku HeBbIT'OHBIN
nporecc (AG (ADP) > 0), XKOTOpBIN HOJDKEH 3aMEMJISATh pe-
3yJBTUPYIOMYIO CKOpocTh ruapoiuza ATP. Drtuwm,
BEPOSITHO, OOBSICHSIETCS TO, 4TO TuAposu3 ATP o yHunenT-
paJIbHOMY MEXaHH3MY MPOUCXOIUT HA MSTh-INECTh MOPSII-
KOB MEJIJICHHEE, YeM B PEAJIbHBIX YCIOBUSX, KOTIA B paboTy
(depMeHTa BOBJIEUEHO Cpa3y HECKOJBKO KaTaJUTHYECKHX
LIEHTPOB (MYJIbTUIICHTpAIbHBIN KaTanu3 [36, 37]). B HacTos-
meM paszfeie Ha mpuMepe (pepMEeHTATUBHOTO CHHTE3a H
ruapo3a ATP Mbl yBUIMM, 9TO KOOTEpaIusi HECKOJIbKUX
KaTaJUTHYECKUX I[EHTPOB, pabOTAIONIUX KOOMEPATHUBHO
("xonuepTHO"), MPUBOAUT K 3HauMTeNbHOMY (B 10—
10° pa3) yckopernto paboTsl pepmenta. CyTh Takoif KooTe-
pamuu 3aKJII0YaeTCs B TOM, YTO peau3alud SHEPTOEMKOM
craguu (Hanpumep, ocBoboxaenuto ADP u3 xaraaurtu-

YeCKOro IeHTpa, AG< ADP) > 0) cnocobcTByeT 3HepreTuqe-
CKH BBITOJIHBIA TIPOIIECC (CBSI3I>IBdHI/Ie ATP, AG? (ATP) < 0),
MIPOTEKAIOIINIA B APYroil yactu pepMeHTa. KaTaJII/ITI/I‘{eCKI/IC
[EHTPBI, B KOTOPBIX MPOUCXOISAT IHEP2OOOHOPHbILL U IHEp-
20aKyenmopHblil TPOIECCH, Pa3HECeHBl B IPOCTPAHCTBE,
OJHAKO OHHU TECHO CONpAdNCEeHbl APYT C APYTOM C IOMOLIBIO
obumx "meranei" MakpOMOJIEKYISPHON KOHCTPYKUUH (B
ciyvyae FoF |-AT®-cunta3sl — 3T0 CyObeMHMALIA Y, KOHTAK-
THPYIOMIAS C Pa3HBIMH CyOBbeUHIIIAMH TeKcaMepa o3 33).

[Tocne mnpeABapUTENbHBIX 3aMEYaHHN, KACAIOUIUXCS
KOOMNEPATUBHOCTH B paboTe (pepMeHTa, paCCMOTPHUM MO/~
poOHee KaTaaUTHUYeCKUN UUKJI peakiuu cuHTe3a ATP.
3ametuM, 4To B KJieTke koHneHTpanuu ATP u ADP nocra-
TOYHO BBICOKHU (~ 1—10 MM), mo3TOMYy B peajbHBIX yCIIO-
BUSIX PeaHM3yeTCs] MYJIbTUICHTPAIBHBIA PEeXUM pPAOOTHI
(bepMeHTa, KOTJIa OJTHOBPEMEHHO HECKOJIBKO HYKJICOTHUOB
(mBa wmiaM TpM) CBSA3aHBl C Pa3HBIMH KaTaJIUTUYECKHUMU
LHeHTpaMu. B 3THX ycIOBHUSIX BCe KAaTaJIUTUYECKUE IIEHTPHI,
BOBJICYEHHBIC B peakiuu cuHTe3a wiu ruaposusa ATP,
paboraroT koomepaTusHO. LleHTpansHas pois B obecnede-
HUY COTJIACOBAHHOMN pabOThI pA3HBIX KATAJTUTHYECKUX [ICHT-
pPOB HIpUHAIJIEKUT Bpalaromeiics cyowbemuuune y. Ilpu
BpALIEHUH CYOBEINHUIBI Y COCTOSIHUS BCeX TPEX KaTaJIUTH-
YeCKHX IIEHTPOB H3MEHSIOTCSl CHHXPOHHO. B pesymbTaTte
3TOTO KAXIBIA MEHTP MOOUYEPETHO U3MEHSIET CBOE CPOJICTBO
K cyOcTpaTam M IpOyKTaM PEeaKIuy.

PaccmoTpum nmponieccel cuaTe3a ATP ¢ yu€rom koomnepa-
THBHOTO B3aUMO/ICHCTBUS Bcex cyObeauuun ¢pepmerTa. Ha
pucynke 10 ycioBHO HM300pa)keHbI TPU KAaTaJUTUYECCKUX
uentpa: I — "OTKPBITLIA" HEHTp, HOCTYIHBIA I IIOCAIKA
cyberpaTtos (Mosiekyst ADP u Pj); 2 — "3akpoiThiii" nenrp, ¢
KOTOPBIM ITPOYHO CBsI3aHbI MOJIeKYJIbl ADP u P;, ciocoOHbIe
npespatutbest B ATP; 3 — "3akpbIThIiA" HEHTP, ¢ KOTOPBIM
cBs3ana Mojiekysia ATP. CBoOOaHBIA KaTaJIUTHYSCKUN
1neHTp (OTKphITHIM HeHTp /) cBsizbiBaeT ADP u Pi. B pe-
3yJbTaTe KOHMOPMAIMOHHBIX MEPeCTPOeK (epMeHTa, BBI-
3BAaHHBIX BpalleHueM poTopa Ha 120°, 3TOT KaTanuTHye-
CKHif IIEHTp 3aKpbIBaeTcs (mepexon "cocrostaue / — cocTos-
aue 2"), a mosiekyibl ADP u P; oka3blBaroTCs B YCIOBHUSX,
KOTOPBIE 0JIaronpusTHEI U1l 3HepreTudecku "Gecruiatnoro”
ob6pazoanus ATP. Kak ObL10 cka3zaHo BbIllie, 0Opa3oBaHue
ATP u3 ADP u P; BHYTpH 3aKpBITOrO KAaTaJIUTHYECKOTO
[eHTpa He TpeOyeT SHePT K BHEIITHETO UCTOYHUKA.

B pesyibTare cienyroero noBopora Cyobe AMHUIIB! ¥ Ha
120° xaxaplid 13 TPEX KATAJTUTUUECKUX LIEHTPOB MEPEXOJIUT B
HoBoe cocTtosiHre. KaTanuTtuyeckuit HeHTp, HAXOUBLIUIICS B
COCTOSIHUM 2, TEepednéT B cocTosiHue 3, B KOTOPOM OH

Puc. 10. (a) Cxema, WUIIOCTPUPYIOIIAS YHEPrO3aBUCUMBIE M3MEHEHHUS
cocTosiHUM KaTayuTHieckuX NeHTpoB FoF -AT®-cunTa3sl. (6) Bzaumuoe
pacrnoJjioxenue cyobeauHuI o, P, v (cM. takxe puc. 6) B Fi-AT®aze,
MOJIyY€HHOE Ha OCHOBAHHMH JIAHHBIX PEHTI€HOCTPYKTYPHOT O aHaim3a [55].
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conepxut Mouekyiay ATP, obpazoBasuytocst us ADP u P;
06e3 3aTpathl 3Hepruu. IlomyepkHéM, YTO B 3TOM HET
HUKAKOTO HAPYIICHHs 3aKOHA COXpaHeHHs dHeprun. Jlefct-
BUTENILHO, oOpasoBaBmasca "GecmiaTHo" (¢ TOYKM 3peHus
JHepreTuueckoro 6ananca) mosekysia ATP npouHo cBsi3aHa
¢ (hepMEHTOM, OHA HAXOAMUTCS B 3aKPBITOM KaTaJIUTHIECKOM
LEHTPEe, a MOTOMY HE MOXET OBITb HUCIOJIb30BaHA IS
COBEpIICHUS MOJIE3HON paboThl. 151 TOro 4ToOBI 0CBOOO-
uth MoJiekyity ATP u cienats eé qocrynuoit s "morpe-
Outeneir" sHepruu, HEOOXOAMMA DHEPTUST BHEIIHEIO MCTOY-
HUKA. TakuM HCTOYHUKOM OJHEPTUM SBJISETCS Pa3HOCTH
9JIEKTPOXUMHYECKUX MOTEHIIMAJIOB HOHOB BOAOPOaa Apy:,
3a CYET KOTOpOU Bpamaercs poTop anekTpomoTopa Fo.
ITocne crnenyromero moBopoTa poTopa Ha 120° cHOBa
U3MEHSIFOTCSI COCTOSIHHSI KATAJIUTHYECKUX IIEHTPOB, B pe-
3yJibTaTe 4ero cBsizb MoJjiekyisl ATP ¢ ¢gepmentom ocia-
OeBaeT W oOHa gucconuupyer B pactBop. CBOOOAHBIN
KaTaJUTHYECKUN [EHTP BO3BPAIAETCS B MCXOQHOE COCTOSI-
nue I (nepexon 3 — 1).

BaxxHO OTMETHTB, YTO ONMCAHHBIE BBIIIEC IMOCIEIOBA-
TeJIbHbIE MU3MEHEHMS] KOH(POPMAIMOHHBIX COCTOSHHUIA KaTa-
JINTHYECKUX LEeHTPOB (cMm. puc. 10, mepexoapl 1 — 2 — 3)
MPOUCXOMSIT B Pe3yJIbTaTe CTPYKTYPHBIX IEpecTpoek Gep-
MEHTa, WHUIMAPOBAHHBIX BpAIllEeHHEM pOTOpa 3a CUET
9HEPIUH BHEIIHETO UCTOYHUKA (Apyy:). DTH mepecTpoiiku
AMEIOT KOOTIEPATUBHBIA XapakTep — OHH OJHOBPEMEHHO
3aTParuBarOT COCTOSIHUS BCEX TPEX KATAJIUTHYCCKUX ICHT-
POB, PACIIOJIOKEHHBIX B rekcamepe o3f;. B peaynbraTte Tpéx
MocJeg0BaTeIbHBIX TOBOPOTOB poTopa Ha 120°, T.e. 3a oiuH
MOJIHBIN 000pOT poTopa Ha 360°, KX U3 TPEX KATAIH-
THYECKUX IIEHTPOB MOCIEIOBATEILHO CBSDKET MOJIEKYJIBI
ADP u P; u ocBobomut oany moJiekysry ATP B pacTtBop.
Takum 006pa3oM, mockosibky ATd-cuHTa3a COACPKUT TPU
KaTaJUTHYECKUX [EHTPa, MOCJe KaXI0T0 MOBOPOTA pOTOpa
Ha 120° B pacTBOpe Oy/1eT MOSBIISATHCS OJIHA HOBAsI MOJIEKYJIa
ATP.

OnucaHHas BBINIE CXeMa COOBITHH COOTBETCTBYET TaK
HassiBaeMoMy "binding-change" MexaHu3My, NpemIOkKeH-
HoMy boiiepom [36, 37]. ['unoTte3a Boliepa Bkiitouaer B cedst
nBa pyHIaMeHTaIbHBIX noJioxenus: 1) cuare3 ATP uz ADP
u P; B akTuBHOM meHTpe (epMeHTa He TpeOyeT 3Hepruu
BHEIITHEI0 MCTOYHUKA; 2) SHEpro3aTpaTHOW crajueid oOpa-
3oBanust ATP sBisiercst cramusi OCBOOOXKIEHHUS INPOYHO
cBs3aHHONH Moutekysibl ATP U3 kaTaauTuueckoro IEHTpa,
ocnabyienue cBsa3u ATP ¢ xatamutuyeckuM HEeHTpoM dep-
MEHTa 00YCJIOBJICHO 9HEPT03aBUCHMBIMH KOOTIEPATHBHBIMU
CTPYKTYPHBIMHU TIepecTpoikamMu (epMeHTa (CM. HCTOPHIO
BONIpOCAa W pasjmMyHble BapuaHThl "binding-change" mexa-
HU3Ma B OOCTOSATENbHBIX 0030pax [36]). OTtmerum, 4TO
JKCIepUMEHTaJIbHbIE JaHHbIe 0 cTpoeHun FoF-AT®-cun-
Ta3bl XOPOIIIO COTJIAcyroTcs ¢ mpeacTaBieHusmMu boiiepa o
MexXaHu3Me padoTHI 3TOro epMeHTa. DKCIepUMEHTAbHbIE
JI0Ka3aTeIbcTBA TOTO, 4TO0 padora FoF|-AT®-cunTassl
COTpsDKEHA ¢ BpalieHueM e€ poTopa, OyAyT NOoIpOoOHO
paccMoTpeHsl B pazede 4.1.

Kaxk 65110 ckazano Beine, FoF-AT®-cunrasza ssisieTcst
00paTUMON MOJIEKYJISIPHOM MAaIIMHOW. DTO O03HAYAET, YTO
npu u30bITKe Mosiekysl ATP u B oTCyTCTBHE NMPOTOHHOTO
MOTEHIIAJIA BpallleHue CYObEIMHUIIBI Y MOXKET MPOUCXOTUTH
B IMPOTHBOINOJIOKHOM HAMpaBJICHUW. B 3TUX yCIOBHSIX
(depmeHT Oyzaer xatanu3upoBath ruapoaus ATP: cBsizbiBa-
Hue ATP — runpomu3 ATP — mucconmanus Pi u ADP.
OOBIYHO cunTaeTcs, 4To peakius ruapoiansa ATP sBisercs
obpamennem peaknuu cuate3a ATP (3). Crnemyet, omHako,

MOTYEPKHYTh, YTO KOHKPETHBIC MYTH pPEaKIUil CHHTE3a U
ruaposmza ATP moryT He coBnagats [2, 71]. 1o 00ycios-
JICHO TeM, YTO CTPYKTYPHBIE COCTOSIHUSI OJHOTO M TOTO Xe
(dbepmeHTa, kataymsupyromero mnpsmyro (cuares ATP) u
obpatnyro (rugposm3 ATP) peaknuu, MOTyT 3aMETHO
pasmmuatbes. CyliecTBYIOT CrielMalibHble Onodusnueckue u
OGMOXMMMYECKUE MEXaHU3MBbI PEryJIsiiuu akTUBHOCTH FoFi-
AT®-cunaTa3bl, 00ECIEUNBAIOIINE TIEPEKIIOUCHUS PEKIMOB
e€ paboThl (KaTalu3 MPSIMOW MM OOPATHON PEaKIMd, CM.
nosipo6uee [71]). DT0 MO3BOJISIET ONTUMUZUPOBATH OMOIHEP-
reTHYeCKHe MPOIECChl B KJIETKE MPH U3MEHEHHSIX e€ MeTabo-
ymmueckoro coctosinus (cootHoienne ATP/ADP wu mp.).
BaxxHyto poOJIb B NEPEKIIOUCHUH PEXKUMOB paboThl FoF |-
AT®-cunrasel (cuntes/ruapoan3 ATP) urpaer cyonemu-
HUIA €, CBA3AHHAS C CyObeOUHMIEH Y M PACHOJIOKEHHAS
BOJIM3M Gapabana c,. [TonpoOHBIi aHAJIN3 TAaHHOTO BOIIpOca
BBIXOJUT 34 PAMKH HACTOSIIIIEro 0630pa.

4. Ilporonnas AT®-cunTaza — Bpamaroumiics
MOJIEKYJISIPHBII MOTOP

4.1. DxcnepuMeHTAJIbHBIE T0KA3aTeJIbCTBA

BpallleHHsl poTopa

B HacTosimiee Bpemsi CyIIeCTBYIOT yOeAWTeNbHbIE IKCIIEPH-
MEHTAaJIbHBIE 10Ka3aTeILCTBA BPAllIeHUsI pOTOpa Ipu padoTe
FoF-AT®-cunra3sl. K mepBoii rpynme goka3aTelbCTB
OTHOCATCSI PEe3YJbTAThl OMBITOB, CBUAETEJILCTBYIOLIUE O
MOTepe aKTUBHOCTHU (pepMeHTA TIpH (PpUKcaIMu poTopa OTHO-
CHTENILHO cTaTopa. Bropas rpymma onsITOB — BH3yaln3a-
WS BpalleHusI poTopa 6MopU3nIecCKUMU METOTaAMH.

IlepBbie 3KCIEpUMEHTAIBHBIE JOKA3aTEJIbCTBA Bpallle-
Hust poropa Fi-AT®a3pl 6buM MOJIydeHB! B OIBITAX IO
XUMHYeCKOMY "IpUIIMBaHUIO" CyOBbEAMHUIILI Y K OJHON U3
TpEX cyOobeauHull , cojepxaiieil paguoaKTUBHYIO METKY,
C MOMOUIbIO AUCYIbGUIHBIX —S—S— MOCTHKOB, CBSI3bI-
BarONIMX OJU3JIeKAIe UCTEHHOBBIE OCTATKHA CYyObeau-
Hun B u y [72—74]. Oka3anoch, 4TO Takas UCKYCCTBEHHAS
uMMoOuIM3anusi cyObenuHUNIbl Y OJIOKUPYET Kak TUApo-
ym3, Tak u cuHTe3 ATP. TIlocie pa3pbiBa CIIMBKA
(=S—S— — —SH + HS—) aktuBHOCTB (hepMEHTA BOCCTAHA-
BJIMBAJIach, OH pabotan — ruapoam3oBail ATP. 3atewm,
mocjie TOro kKak (epMeHT mopadoTajl onpeesIéHHOE BpeMs
[I0CJIe pa3pblBa CLIMBOK, CHOBA CIIMBAJIH CyObEIMHUALBI 3 U 7,
MIOCJIEe Yer0 AHAJM3UPOBAIIH, MEX 1Y KAKUMU CyObe TMHUIIAMUI
MOSIBUJIMCH HOBBIE cIMBKH. OKa3aJ0Ch, YTO HOBBIE CLINBKU
OBLTM PABHOMEPHO pacCHpelesieHbl MeXIy BCEMH TpeMs
cyobeMHATIAME 3, & HE JIOKAJIM30BAJIMCh TOJIBKO B Meue-
HOU, K KOTOPOM UCcX0oAHO Obuta "upuimTa cyObheqMHuna .
W3 atoro cinenoaio, uto B mpucytcTBun ATP npoucxoauiio
BpallleHue CyObe MHUIIBI 7.

B pabGortax FOure ¢ coaBTtopamu [75-77] BpaieHue
cyOBeMHUIBI Y, conpsikéHHOoe ¢ paboToit F-ATda3zbr
(ruaponu3 ATP), ObUIO 3aperUCTPUPOBAHO C MOMOIIBIO
(IIyOpeCIeHTHOTO KpacuTels 903MHA, KOBAJICHTHO CBSI3aH-
HOTO C CyObeAMHULIEH Y.

IIpsiMoe HaOMrOJIEHME BpalllCHUs POTOpa OTIEIbHOU
moutekyJibl F1-AT®a3sl ObUTO BIIepBbIE OCYIIECTBIICHO IPYII-
1o simoHckux yu€Hbix B 1997 1. [78]. C momompro UCKyc-
CTBEHHBIX "XBOCTHKOB", NPHIIUTBHIX K CyObeauHUIAM [3,
MAaKpOMOJIEKYJISIPHBIA KOMIUIEKC 0335y OBLI 3aKpemiéH Ha
TMOBEPXHOCTH TBEPAOHN MOMIOXKHU. [ BU3yanu3alnuu Bpa-
LIEHUs] CYOBEAMHUIBI Y K €€ KOHILYy, BBICTYMAOIIEMY W3
rekcamepa o303, MPUKPEUIN MaKpPOMOJIEKYJISIPHBIA Map-
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Puc. 11. Cxema onbITa 110 Bu3yajamu3anuy Bpammenus poropa Fi-ATdasst
(mo gmaHHBIM paboThl [78]): (a) KOHCTPYKUUsT THOPUIAHOW CHCTEMBI;
(6) mociemoBaTeIbHBIC M3MEHEHHUS TOJIOKEHUSI HUTU AKTHHA — BPEMEH-
HEIe MHTEPBAJIbI MEXY U300PaKeHUSIMU paBHBI 133 Mmc.

Puc. 12. MiumrocTpanuy K 9KCIEPUMEHTY 1O HaOJIIOJCHUIO BpAILCHUS
pOTOpa, OCHOBAHHOMY Ha SIBJICHUM PACCESIHUSI CBETA (110 JAHHBIM PabOThI
[83]): (a) KOHCTpYKIMS THOPUIHON CUCTEMBI JIsl HAOJIFOIEHUS 33 Bpallle-
HueM potopa (BCA — Obruumit ceiBopoTOuHBIH anbOymun); (6) cxema
9KCHEPUMEHTAJbHOM YCTAaHOBKM (B OOBEKTHB MHKDPOCKONA IIOMAJaeT
cBeT, paccessHHbI Oycmukoit, KTII — KkoHmeHcOp TEMHOTO IOJIA);
(B, I') TUNMYHBbIE KAPTHHBI BPAIICHUA OYCHHKH, HILTIOCTPUPYIOIINE
IUCKPETHBIH XapakTep MOBOPOTOB POTOpa B CHUCTEME, COAEpXKallei
20 MxM (B) unu 2 MM (1) ATP.

KEp — NPOTSKEHHBIN PUOPUIIIAPHBIN OEJIOK AKTUH JJIMHON
~ 1 MKM, TOMeYeHHBIH (IYOPECHEHTHBIM KpPacUTEIEeM
(puc. 11a). I[TyTém HaOMIOIEHHS] C IOMOIIBIO MHUKPOCKOTA
3a MOJIOXKEHUEM (DIIyopecIMpyIomero Mapképa yaaioch
3aperuCTPUPOBATL KHHEMATUKY HAMPaBJICHHOTO (MPOTHB
YaCOBOWM CTpEJIKH) BpallleHUs CyObEeOUHHIIBI Y OTHOCH-
TeJIbHO 00e3IBIKEHHOT 0 rekcamepa o35 (puc. 116). Okasa-
JIOCh, YTO HATPaBJIEHHOE BpalleHUe CyOBeINHAIBI Y IPOUC-
XOJIUT TOJILKO TPH HAJMYMU XUMHYecKoro "rormea" —
moutekys1 ATP. HanpaBiienue BpaiieHusi B TOYHOCTH COOT-
BETCTBOBAJIO NMPEACKA3aHUIO HA OCHOBAHUM PEHTTEHOCTPYK-
TYPHBIX JAHHBIX O 3AMOJIHEHHM KAaTAJUTHYECKUX HEHTPOB
monekyiamu ATP u ADP [78—-80]. Bpaluenust mpoucxo-
I JUCKPETHBIMU CKaYKaMd, C IIaroM, paBHbIM 120°.
CpenHsisi CKOPOCTb BpAIlleHUsT POTOpa yBEJIMYMBAIACH C
pocrom koHueHtpaimuu ATP B pacrtBope, ombIBarolem
(depMeHT, a TakkKe NpU YKOPOUYECHHM [UJIMHBI Mapképa,
nocturas npuMepHo 10 060poToB B cekyH1y. B oTcyTCcTBHE
ATP nabiroganuce JUIIb PEAKUE CIyvaliHble TOBOPOTHI B
000WX HAIpaBIICHUSX, OOYCIOBJICHHbIE TEIUIOBBIMH (DITyK-
TyarusiMu. BriocieIcTBIM MOSIBUITNCH COOOIIEHHUS O HAITPAB-
JICHHOM BpAILEHUH MAapKEPOB, HPULIMTBHIX HE TOJBKO K
cyOBeIUHUIE Y, HO M K IPYTHM 3JIEMEHTaM poTopa — K
KOJbIy C, wid K cyowenunune € [81]. Hakower, ObLia
nokasana "OTHOCUTEILHOCTEL" BpAlIATENLHOIO ABHKEHUS,
uHUIIIpyemoro ruaposmzoM ATP. B onbiTax, korjaa iMMo-
OMIM30BaHHBIM ((PUKCHPOBAHHBIM Ha TOJJIOXKKE) ObLIO
KOJIBIIO C,, HAOIrOJAIM BpalleHue Mapképa, "upuimroro”
K KOMILIIeKcy o305 [82].

B Gonee mo3mHUX JKcnepuMeHTax (CM., Hampumep, [83])
BMECTO JIJTMHHOTO aKTUHOBOT'O XBOCTA (~ | MKM) B KauecTBe
Mapképa UCHOJIb30Bai HaHOpa3MepHbIe (auametp 40 HM)
30510ThIe OycuHKHU (puc. 12a). DTO MO3BOJUIIO 3HAYUTEILHO
YMEHBIINTh THAPOIUHAMUYECKOE COMPOTHBIICHHE CPEbl,
TOpMO3siIliee IBIKEHUE poTopa. Bpamenne Oycunku, npod-
HO "mpukiieeHHOR" K CyOBEIMHUIE Y C TOMOIIBIO OeKa

CTpPEeNTaBUIMHA, HAOJIIOJAJM C MOMOIIBIO MUKPOCKOMA
(puc. 126). 3MepuTeibHYIO SYEHKY, COJIEPKAIIYIO TaKyrO
XHMEPHYIO CUCTEMY, IIOMEIIAIHN Tiepe] OOBEKTHBOM MHUKPO-
CKOTIa ¥ OCBEINAJIM MYYKOM JIa3epHOTO cBeTa. KoHcTpyknus
9KCIIEPUMEHTAJILHON YCTAHOBKH ObLIIA TAKOBA, YTO B O0BEK-
TUB MUKPOCKOIA NMPOHMUKAT TOJBKO CBET, PACCESIHHBIN 30-
Jjotoil OycuHKOW. 3a BpalleHueM OYCHHKU CJIEAWJIA T10
M3MEHEHUIO MTOJIOKEHHUS TISITHA paccessHHOTro cBeTa. Mcmob-
30BaHME TAKOW CHCTEMBI IMMO3BOJIAJIO MOBLICUTH BpeMEHHOE
pa3pemienue BpameHusi poropa F;-ATdazel. Ha pucys-
Ke 12B, T MOKa3aHbl TUIMYHbIE KAPTUHBI BPAILEHUN HAHOPA3-
MepHoU OycuHku tipu ruaposmze ATP, nosyueHHble npu
pa3ubix koHuneHtpanusax ATP [83]. B ciyuae HM3KHX KOH-
nearpamuit ATP (20 MkM) 4Y€TKO BHUIHO, YTO KaXKIbIH
moBOPOT poTopa Ha 120° Brirovaet B ceds nBe daswl. [Tocie
ObicTporo moBopoTta Ha 80°—90° (3a Bpems < 0,25 mc)
HaOJrogaeTcs naysa (= 2 Mc), 32 KOTOPOH ClieyeT Bpale-
Hue potopa Ha 40°—30°. Cuuraercs [83], uTo mepBas daza
(moBopot Ha 80° —90°) cBsi3aHa co craausimu nocaaku ATP u
e€ THIposiM3a B KAaTaJMTUYECKOM IeHTpe; BTopas dasa
(moBopoTt Ha 40° —30°) cBsi3aHA C TUCCONUANIMECH MMPOTYKTOB
peakumu (ADP u/unu P;).

C yBenmuenuneM koHneHTpanuu ATP cpennsisi ckopocTh
BpalieHuit OycuHku Bo3pacraer. OUeBHIHO, YTO TPHU BBICO-
koit kounentparuu ATP cokpataetcs Bpems e€ OxXuIaHUS
CBOOOJTHBIM KaTaJIUTHIECKUM HeHTpoM. [1pr 3ToM 1iBe asbl
BpAIICHUST POTOPA MPAKTUYECKH CIUBAIOTCS APYT C IPYTOM
(puc. 12r). BeposiTHO, 3TO CBSI3aHO C TE€M, YTO MOYTH Cpazy
nocjyie 0CBOOOXKICHHUSI OJHOTO U3 KATAJUTHYESCKUX IIEHTPOB
(paza 40°—30°) mpomcxomuT OBICTpas MOcaaka B HETO
moutekysiel ATP, mHMIImmpyromas moBopot Ha 80° —90°.

CBsi3b MeX/1y KHHEMAaTUKOHN BpallleHus poTopa u Omo-
XAMHUYECKUMHU CTaausIMHU peaknuu ruaposmsa ATP Obuta
MmoJpoOHO mcciieoBaHa B pabotax [84—89]. M3MmeHeHus
CBOMCTB KaTAJIMTUYECKUX HEHTPOB, MHULIMHPOBAHHBIE Bpa-
IIEHNEM pOTOpa, CXeMaTH4YeCK! Moka3ansl Ha puc. 13. Ha
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(3) MoBopoT y Ha 90° (4) Auccommanus  (6) IMay3a (9) Oxnnanne ATP
\ ADP
I (8) IToBopoT y Ha 30°
~ 1 mc ~ 1 mc
(2) CsispiBanue ATP |~ 2 MC ~  ~ MC (7) incconmanus P;

(5) Tunponusz ATP
(1) Oxunaune ATP \| (ATP < ADP + P;)
- - — =

e Pi

i

TN
ADP +P;
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ATP ADP
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(3) Mosopot y na 90° (4) F'unponus ATP  (6) Maysa (9) Oxuganue ATP
(ATP 5 ADP+ P))

T (8) Auccormanust ADP

~ 1 mc ~ 1 Mmc \

<~ — — — —==< — — — —>! (7)ToBoporT 7 Ha 30°
(5) Qucconnanus P;

Puc. 13. Cxembl, WUIIOCTPUPYIOIIUE CBS3b MEXIY Pa3JIMYHBIMU CTa-
JIMSIMU KaTaJIMTHYeCKoro nukJia ruaposmsa ATP u Bpaiienuem poropa
F|-AT®as3pr: (a) aByxueHTpoBbId Mexanusm rugposmza ATP; (6) Tpéx-
LEHTPOBBINA MexaHu3M ruapoaunsa ATP.

(2) CesizbiBanue ATP

(1) Oxunanue ATP
-_—— — — — —= P,

9TOM PHUCYHKE NPEACTaBJIEHBl 1Ba BO3MOXHBIX CLEHApUs,
AJUTFOCTPUPYIONIHE CBSI3b MEXIy MeXaHUYeCKUMH (Bpallle-
HHUE POTOpPA) U XUMHUUECKHUMHU Mporieccamu (cBsizbiBanue ATP
(depmentoMm, ruapoan3d ATP B kaTaauTwyeckoM IEHTPE,
nucconuanus npoayktos peakiuun ADP u Pj). OTu crena-
pUU OTHOCATCS K ABYXIIEHTPOBOMY (puc. 13a) u TpEX1eHTpo-
Bomy (puc. 136) mexanuzmam rugposimza ATP (o paznuuuu
3THX CIIeHapueB cM. moapooHee [36, 37, 90— 94]).

B 2004 r. mosiBWiack ymmBUTENbHas paborta [95], B
KOTOPOH OBLIO HEMOCPEACTBEHHO JOKA3aHO, YTO U30JHUPO-
BanHas Fi-AT®aza, uMerorasi MUHUMAJIbHYIO "KOMILIEK-
Taruro" GeNIKOBBIX CyObeauHuIl o335y, paboTaeT Kak oopa-
mumas moaexyaapuas mawuna. TlokazaHo, 4To B 3aBUCHMO-
CTH OT HANIPABJICHHS MMPUHYAUTEIHLHOTO BpAIEHUs] pPOTOpa
Fi-AT®a3a moxeT paboTaTh B OTHOM U3 JIBYX PEKAMOB —
CUHTE3UPOBaTh Wi ruaposimzoBatb ATP. [Ins Toro uro0sl
BpallaTh POTOP B 3aJaHHOM HAIlPaBJICHUH, K CYObEAMHUIIE Y
"mpummin" MarautHyro "pyuky" (CTUPOJIOBLIA IIAapUK,
HAIOJIHEHHBIA MarHUTHBIMU YacTUIlaMHu, puc. 14a). Moie-
kyJiel F-AT®as3bl ¢ HamaranueHHbIME "pydkamu" Gukcupo-
BaJii B CHENMAJIBHON siuelike, OKPYKEHHON CHCTEMOH yIpa-
BJIIEMBIX 3JIEKTPOMATrHUTOB, C TIOMOILIBIO KOTOPBIX MOXHO
ObUTO BpaliaTh CyOBEOMHHUIIBI Y B HANPABJICHUH MO WJIU
MPOTHB YaCOBOH cTpeku (puc. 140).

Pe3ynbTaThl 9KCHEpUMEHTA OKA3aJIUCh BIEUATJISFOIIM-
mu! Ilpu BpaleHuu poTopa IO 4YacoBOW cTpesike (eciu
cMoTpeTh Ha MoJiekysly Fi-AT®a3sl co cTOpoHbI cyObeau-
HUIIBI Y, BBICTYNArOIIEH 13 o3 ;) mpoucxoaui cunte3 ATP u3
ADP u P;. TTpu 3Tom umciio obpasyroruxcsi mojekyia ATP
YBEJIMYUBAJIOCh C POCTOM CKOPOCTH BpaleHUs] MarHUTHON
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Yacrora Bpamenus, [’

Puc. 14. Cxema omplTa 1O NPUHYAUTEILHOMY BpPAIICHUIO POTOpa C
MOMOIIBIO MArHUTHOTO MIapuka (MomuduumpoBaHuele puc. 1 u puc. 4
u3 paboTsl [95]): (a) obumii Bua Motopa (pparmenta Fi) ¢ npucoeunén-
HOIl K HEMy HaMarHU4YeHHOI OYCHHKOH; (0) BUJ 3KCIEPUMEHTAIbHOI
YCTaHOBKH CBepXy; (B) 3aBHCHMOCTh ckopocTH cuHTe3a ATP oT ckopo-
CTH IIPUHYANTEILHOTO BPAIEHHsI POTOPA.

"pyuku" (puc. 14B). IIpu Bpamienuun "pyuku" B oOGpaTHOM
HanpaBieHun HaOmomamu runposm3 ATP. Tak Bmepsbie
ObLIO T0Ka3aHo, uTo u3oauposaHHas Fi-AT®aza cnocobHa
paboraTh kak oOpaTUMasi MOJICKYJISIpHAsl MallliHa, CHHTE-
3upyromasi wim rugaposmsytomass ATP B 3aBuCMMOCTH OT
HAIpaBJICHUs BPAIIeHUs pOTOPA.

B ciyuae, xorma FoF-AT®-cunTasa BcrpoeHa B 6uoJio-
THYECKY 0 MeMOpaHy, HalpaBJIeHUE BPAILCHUS POTOPA OTIpe-
JIeJISIeTCsl TeM, KaKOU U3 IBYX MOTOPOB CO34aET BpAILAIOIIIHI
MOMEHT. Bpalienue potopa MeMOPaHHOTO JIEKTPOMOTOPA
(bapabaH c,) 32 CYET SHEPTUU MPOTOHHOTO MOTeHIUANA Apyy+
ob6ecrieunBaetr cuHTe3 ATP. B pexume rumponmsa ATP
(n36b1TOK ATP, HU3KKE 3HAUeHUS Apyy+) paboTaeT MeXaHo-
XUMHYECKUH MOTOD, Bpalllatoluii cyObeIuHUIly Y B oOpaT-
HOM Hanpasyienuu. [1pu 3Tom 3a cuét sneprun ATP npowuc-
XoauT renepanust Ay . HeBoIbHO HampalmmBaeTcsl aHAJIOo-
TUSl C AMHAMO-MAIIMHOW, KOTOpas MOXeT (QyHKIMOHUPO-
BaTh B JIBYX peXUMaxX — Kak TeHepaTop 3¢, paboTarommuit
3a CY€T HPUHYIUTEJBHOIO BPALUEHUS POTOpA, WIM Kak
3JIEKTPOMOTOP, BPAILLAIOIIMNCS B MPOTUBOIOJOXHOM Ha-
MPaBJICHAU TIPU TOJKJIIOYCHUN HCTOYHHKA 3]C K OOMOTKE
anekTpomaruuta. [loaromy kommiekc FoF; MmoxHo Ha3BaTh
"mMoTop-renepatopom".

Emié onmna 6nodusuyeckuii MeTO perucTpanuy Bpallle-
Hust potopa FoF|-AT®-cuHTa3b! CBSI3aH C UCHOJIL30BAHUEM
XOPOIIIO M3BECTHOT'O B ONTHKE M IIMPOKO NPUMEHSEMOTO B
Ounodu3nke SBJICHUS PE30HAHCHOTO TIEPEHOCA SHEPTUU
Mexay Gayopecuupyromumu kpacutensmu (Fluorescence
Resonance Energy Transfer, FRET) [12, 96, 97]. CyTb 3TOTO
METO/Ia 3aKJIF0YaeTCs B TOM, YTO K MCCJIEAyeMOi cucteme (B
JAHHOM cJydae MIET pedyb O MAKPOMOJIEKYJISIPHOM KOM-
wiekce o3Byy) "mpummBarot" mBe Mousekysibl  (yopec-
nupyrommx kpacuteneit (puc. 15). OmmH u3 kpacurtesnei
(monexyna Cy3, mpuKperiéHHasi K HeMOABIKHOW CyObeau-
Hu1le [3) BO30YXAAeTCsl CBETOM C JIJIMHOM BOJHBI 532 HM U
UCITYCKAET CBET C Amax = 570 M. dpyras monekyna (CyS)
MPUKPEIUISICTCS. K Bpallaroieiics cyopeauHune y. 1a
MOJICKYJIa HCIyCKaeT CBET C OOJbIICH JJIMHOW BOJIHBI,
Amax = 670 HM. TlpM 1OCTATOYHO OJU3KOM PACIIOJIOKCHUU
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a

Cys Jazn = 670 HM Cys

5036 = 53%

Puc. 15. Cxema, WJUIFOCTPUPYIOLIAsT BO3MOXHOCTb pPETUCTpAIMU Bpa-
LIEHHS] POTOPA MOJICKYJIIPHOTO MOTOPa METOIOM PE30HAHCHOTO Iepe-
Hoca sHeprun Mexay Quyopecuupyromumu kpacutensimu Cy3 u CyS.
Honop sueprun (Cy3) mpuKpemaéH K CTaTopy — K OJHOH U3 TpEx
cyobeaunnn B monekynbl Fi. Akuentop sHepruu (CyS) mpukperuién K
poropy (cyowenuuuna 7y). (ITo maHHbIM paGotsl [96].) Momekysibt
JIOHOpA W aKIenTopa cOMmKaroTes (a) WM yaastores (0) B pe3yJibTa-
Te BpAILlleHHUsl pOTOPA.

Jnoss = 53

3THX IBYX kpacuteieir Mmojekyna Cy3, Bo30yxkmaemast CBe-
TOM C JUIMHON BOJHBI 532 HM, mnepenaét BO30YyXICHHE
MoJiekyje CyS5, o 4éM MOXHO CyIUTb IO TOSBJICHUIO
(dayopecuenimu MoJiekyJibl CyS ¢ Amax = 670 HM (puc. 15a).
ITpu ynanenuu kpacuresst Cy5 ot mostekysisl Cy3 B pe3yJib-
TaTe BpallleHHUs] pOTOPa CBEYECHUE C Amax = 670 HM 3aTyxaer
u Habyromaetcs JUIIb (iyopecteHnus MoJiekyiasl Cy3 ¢
Amax = 570 HM (puc. 156). DTOT METOJ HUCHOJIb3yeTCs B
6uodusnke A1l pETUCTPALNY IBUKEHUS PA3JIMYHBIX MaKPO-
MOJIEKYJIIPHBIX MOTOPOB [12].

Metogom FRET Oputo wm3ydeHO BpallleHHEe pPOTopa
FoF-AT®-cunrassl. [IpenmyIiiiecTBo 3TOro MeTO/1a 3aKJIFO-
YaeTcsl B TOM, YTO B JJAHHOM CJlydae BpallleHHEe pOTOopa He
OTATOILEHO ABMKEHUEM CPABHUTEIHHO KPYHMHBIX MapkEPOB
(HMTBH aKTHHA WM HaHOpa3MepHble OycuHku). Kpome Toro,
pabory FoF;-AT®-cuHTa3bl, NOMEYEHHOW C MOMOIIBIO
HU3KOMOJIEKYJISIPHBIX (DITyOPECIIEHTHBIX KpacuTesel, MOKXHO
U3y4yaTh B MOJCJIbHBIX CHCTEMAaX, MaKCHUMAJbHO MPUOIIH-
JKEHHBIX K €CTECTBEHHBIM 3HEPIONpeoOpPa3yIOLIUM CUCTE-
MaM KieTkd. Tak, Hampumep, (IyopecueHTHO-MEYCHHBIE
Mouiekyibl FoF |-AT®-cuHTa3bl ObUIM BCTPOEHBI B JIUIIO-
CcOMBI (HaHOpa3MepHbIe My3bIPbKH U3 MeMOpaH, chopmMupo-
BAaHHBIX C TIOMOIIBIO MOJIEKYJI JIUTIHIOB), HAIIOMHHAIOIIINE
TUJIAKOUIbI XJIOPOIUIACTOB. BbUIO MOKa3aHO, YTO B TaKOH
ruOpugHON cucreMe cyObenuHMIA 7Y Bpallaercs Kak B
pexume ruaposmza ATP, tak u B pexxume cunte3a ATP. B
TIEPBOM ClIydae MOTODP paboTall 3a CYET SHEPTHUH MOJIEKY.I
ATP. B nocnemuem cayvae FoF-AT®-cunTaza npuBoau-
Jlacb B JIEHCTBHE 3a CYET BpAIUEHHS BTOPOTO MOTOpa —
Oapabana c,. bapabaH c,, BXoasuuil B coctaB MeMOpaH-
Horo ¢parmenTa F, Bpamacs 3a cu€T TOka IpOTOHOB Uepe3
Fo ipu co3/1aHUM UCKYCCTBEHHON TpaHCMEMOPAHHOM pa3Ho-
ctu pH (ApH) mHa MemOpane smmocomsl [97]. Tak ObLIO
JIOKa3aHO, 4YTO BpAILEHUSI POTOpPA TNPOUCXOASAT Kak IpHU
runpommse ATP, taxk m B pexume cmHTesa ATP, korma
HACTOYHUKOM dHepruu ciayxut ApH.

4.2. MexaHH3MbI FeHepalil BpalaTeJbHOr0 MOMEHTa,

3¢ ¢eKTHBHOCTL PaGoThI MOTOPa

4.2.1. Mexano-xumu4eckuii MoTop Fi-AT®a3b1. CTpykTyp-
HBIC HCCJICJOBAHUS IOKa3ajM, YTO MMEIOTCS [(Ba y4acTka
TECHOTO KOHTAaKTa poTopa (CyOBeAMHHUIA Y) CO CTATOPOM
(cMm. puc. 6a, 7). DTH ydyacTKH CJIyXKXaT CBOCOOPA3HBIMU
"BopoTamMu", KOTOpBIE ONPENENAIOT JOCTYIl CyOCTPATOB

U TPOAYKTOB peEakIMd K KATAJIUTHYSCKAM IIEHTPaAM
F-AT®a3p1. OuH U3 HUX PACIOJIOKEH BHYTPH LEHTPAJIb-
Horo "kapmana" rekcamepa o335 ("Bopota 1"), kyna morpy-
EH BBITSHY TN 9KCIEHTPUYECKUit "XBOCT" CyObe IUHUITEI 7.
Jpyroii y4acTOK KOHTaKTa HAXOJUTCS CHAPYXKH, BOJIU3U OT
HapyXKHOT'0 Kpasi HOJIOCTH rekcamepa o333, Iae CyobeIMHuIa
v xoHtaktupyet ¢ netyéii DELSEED cyObeaununsr 3
("Bopota 2"). Cornacuo [31], nocryn ATP x cBoGomHOMY
KaTaJIATHIYECKOMY LEHTPY Mpoucxomut vepe3 "Bopora 1"
(Gl = yGIn255). Beixox P; U3 kaTaJauTHYECKOTro LEHTpa
nociie ruaposm3a ATP xoHTposmpyeTcs, BepOsTHEE BCEro,
"Boporamu 2" (G2 = yArg228). Ha stom e y4acTke
BO3HMKAe€T MOMEHT CHJIbI, BHI3BIBAIOIINI IOBOPOT CYObeaH-
HUIBI Y B X0A€ KOH(GOPMAIMOHHONW MEePeCTPONKN MPUMBI-
Karolei K Heil CyObe IMHUTIBI f3.

JeiicTBUTEIbHO, ONBITEI ¢ MyTaHTHBIMU (Gopmamu Fi-
AT®a3, y KOTOPbIX CYyObEeAMHUIIB Y UMEIU YKOPOUYECHHBIE
"xBocTel" (M MOTOMY OHM OBLUIM JIMILIEHBI KOHTAKTa CO
CTATOPOM B TJIyOMHE TIOJIOCTH), TOKAa3aJid, YTO Jaxe Y
Takux IePEeKTHBIX MOJIEKYJ CyObeJMHUIIBI Y BpAIaJNCh B
MPaBUJILHOM HAIPABJICHUU. DTO JOKA3bIBAET, UTO Bpallla-
TEJIbHBII MOMEHT CO3/1a€TCsI B OCHOBHOM 3a CUET B3aUMO-
JIeUCTBUS CyOBbeauHUIl 3 U Y He B riiyOWHE MOJIOCTH, a Ha
nepuepuHHOM YYaCTKe, PACIIOJIOKEHHOM Ha KParo IIOJIO-
ctu. CTpyKTypHBIE JaHHBIE W PE3YJIbTATHl PACYETOB TOKA-
3aym [98], YTO OCHOBHOM BKJIAJ B CO3/IaHME BPAIATEILHOTO
MOMEHTa BHOCST JJIEKTPOCTATHYECKUE B3aUMOJICUCTBUS
3apsUKEHHBIX AMHHOKHUCIIOTHBIX OCTATKOB B OOJIACTH KOH-
takTa cyObeaunun B u y. Kak Obu10 0TMeueHo BbIle (pas-
nen 3.2.1), 60JIbIIMHCTBO aMHUHOKHUCIIOTHBIX OCTATKOB TOJIH-
nentuaHOW nenu cyOwvenuHunbl B Ha ydyactke DELSEED,
HEMOCPEICTBEHHO MPUMBIKAIOIIEM K CYOBCTUHHUIIE Y, 3apsi-
JKEHBbI OTpUNaTeIbHO. KOHTAKTHPYIOIINE C HUIMH aMUHOKH-
CJIOTHBIE OCTATKU CYOBEAMHUIIBI Y HECYT MOJIOKHUTEIbHBIC
3apsabl.

Xotst HWKHeAS YacTh "xBocra" CcyOBeIUHUIEBI Y, BEPO-
STHO, W HE WIrpaeT CYIIECTBEHHON pOJM B TE€HEPAINU
BPAIIAFOIIETO0 MOMEHTA, OHA BBITIOJIHSIET BAXXHYIO KOHCTPYK-
TUBHYIO poJib. O0J1aCTh KOHTAaKTa CyOBeAMHULL B U Y BHYTpU
nosnoctu (G1) cinyxur "toukoit omopsl", KoTopas obec-
MEYNBACT MPABIIHHYIO OPUCHTANUIO CYObeAMHUIIBI Y OTHO-
CHTEJILHO CTaTopa. Y KOPOTKHX POTOPOB TaKas MEXaHH-
geckas "roctupoBka" MoxeT HapymaTthes. Kak mokasanm
HeJlaBHUE OIIBITHI, BHINOJHEHHbIe KUHOCHTOH ¢ coaBTOpamMu
[99—101], ykopoueHHast CyObeIMHUIIA Y, HE UMEIOIAs TOYKU
OTIOPBI, IPU BPAILICHUN HAYMHAET OOJITATHCS U3 CTOPOHEI B
CTOPOHY, YTO 3aMeIseT e€ BpalleHHe MO CPaBHEHHUIO C
HOPMAaJIbHBIMH MOTOPaMH, UMEIOIIIMU YTMHEHHYIO CYO'b-
eIWHUIY Y. Y JUIMHHBIX POTOPOB HYDKHSSE TOYKA OMOPBI
MPENsTCTBYET BO3HUKHOBEHUIO BPEIHBIX OMEHWI NMpHU Bpa-
IICHUH.

OxcnepuMeHTasbHble JaHHBIE [80, 83], a Taxxke Teope-
THYECKWI aHAJN3 PAa3INYHBIX PEKUMOB pabOThI MOTOpa
F-AT®a3bl CBUIETEIBCTBYIOT, YTO CKOPOCTH BpAILCHHUS
CYyOBETMHHUIIBI ¥ BO BpeMsl €€ MOBOPOTa OCTAETCS MOCTOSH-
Ho#t [31, 32]. OTcroaa cieayer, YTo BpalllaTeJIbHbIA MOMEHT
N Takxe oOCTa€Tcs MOCTOSHHBIM BO BpEMsl BpAIICHUS.
Besmmumna N Obuia ompenesieHa HA OCHOBAHUHM M3MEPEHHOMN
3aBUCHMOCTH CpeJHEH CKOpOCTH BpalleHus potopa Fi-
AT®a3el OT JIMHB AKTMHOBOM HUTH, "mpummroi" K
potopy. BpamartenbHblii MOMEHT, CO31aBAEMBbId 3a CYET
ruapomsza ATP, N~ 40—50 nH uwm [79, 80]. VuursiBas,
4TO paguyC POTOpa COCTABJSIET MPHOIM3UTEIBHO 1 HM,
MOXXHO BBIYUCIUTH, YTO pa3BUBaeMasi MOTOPOM CHJIA
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F ~40-50 nH. 910 camas Gosbluasi U3 BceX U3BECTHHIX B
HACTOSIIEE BPEMsI CHJI, PA3BUBAEMBIX IPUPOIHBIMH MOJIC-
KYJISPHBIMH MOTOPaMHE, KOTOPBIC IPUBOISATCS B JICHCTBHUE
3a CU€T JHEPTHU THAPOJM3a HYKJIeoTHHOB. [Ipu moBopote
poropa Ha 120° MOTOp mMpOU3BOAUT pabOTy MPOTUB CHUJI
TUAPOJMHAMUYECKOTO TpeHusi, paBHyto W =~ 80—90 mH um
(=~ 20kpT), kOTOpasi IPUMEPHO PaBHA H3MCHEHUIO CBOOO/I-
Hoit sHepruu AGarp TpU THUAPOIHA3E OMHOW MOJEKYJIBI
ATP. DTH OLEHKH MOKa3bIBAIOT, 4YTO JIPPEKTHBHOCTH
HCIOJIb30BaHUsI CBOOOAHON 3Heprun rugaposm3a ATP s
COBEPLIEHUS] Pa0OTHI 110 BPALIEHUIO OTITOIIEHHOIO POTOpa
6m3ka x 100 %.

OueBUIHO, YTO BbICOKasi 3PPEeKTUBHOCTL pabOTBI MO-
topa Fi-AT®a3sl (1 = W/AGtp), coBepiaroriero padbory
MPOTHB BHEIIHUX CHJI (THIPOIMHAMHYECKOE COIPOTUBIICHIE
cpeibl, TOPMO3SIIEH BpalleHue IMHHOTO '"xBocra'),
00yCJIOBJICHA MaJIBIMU MOTEPSIMU SHEPIHHM Ha TPEHHE MPH
BpAllleHUY CyObEAUHHUIBI Y BHYTPH IOJIOCTH rekcamepa o3 3s.
MaJoe TpeHHE OMPENesieTCs] KOHCTPYKTHBHBIMU OCOOCH-
HOCTSIMH MOTOpa. Bo-niepBhIX, y/UIMHEHHAS CyOBeIUHATIA Y
AMEET Majlo HEMOCPE/JICTBEHHBIX KOHTAKTOB CO CTEHKAMU
BHYTPEHHEM M0JIOCTU. BO-BTOPBIX, BBITAHYTHIA "xBOCT"
CyOBbeIMHUIBI Y, TIOTPYXKEHHBIA B MOJIOCTh rekcamepa o3fs,
¥ caMa ToJIOCTh 00J1a1atoT TUAPOGHOOHBIMU CBOMCTBAMH —
OHHU HE COMIEPKAT 3aPSUKCHHBIX T'PYII, KOTOPbIE MOTJIH OBl
B3aUMOJICICTBOBATh JJIEKTPOCTATHYECKM W TEM CaAMBIM
MPENSATCTBOBATH BPAIICHUIO POTOPA. DTO CBOWCTBO MOTOPA
MOXHO YHNOAOOMTh HaMM4yuro TUAPOGOOHOU (KUPHOIL)
"cMazku" MeXIy pPOTOPOM M CTATOPOM, CYILECTBEHHO
YMEHBIIIAFOIIIEeH IOTEPU HA TPEHHE.

4.2.2. Memopannblii 31exTpomotop Fo. Cxema, uimoctpu-
pyrolas nepeHoc NpoTOHOB uepe3 MeMOpaHHyo yacTb FoF -
AT®-cunTtassl, n300paxxeHa Ha puc. 5a. JIBa BepTUKAIbHBIX
MUIMHIPA CHMBOJIU3UPYIOT MPOTOH-IIPOBOISIINE KAHABIL.
Uepe3 HIWKHAN KaHAJ MPOTOHBI MOIXOMST K C-CyOBETUHU-
1AM CO CTOPOHBI "KUCIOTHOTO pe3epByapa", rie KOHIEHTpa-
sl IIPOTOHOB MOBBIIIEHA. Yepe3 BepXHHil KaHAJ IPOTOHBI
OTBOJATCSL B CTOPOHY "LIesIOYHOrO pesepByapa', riae KoH-
HEHTpalUsl HOHOB BOAOponaa moHmkeHa. KapOokcuibHas
rpyIna aMHUHOKHCIOTHOTO octaTtka Asp6l, pacrosiokeH-
HOTO B IEHTPAJIBHON YaCTU CYOBEOUHUIIBI C, MOXKET HaXO-
JIUTHCSI B IByX COCTOSIHUSIX: AenpoToHnpoBanHoM (—COO™)
u npotonupoBanHoM (—COOH). 3apsia 9ToO# rpymisl 3aBu-
CHT OT €€ MOJIOXCHUS] OTHOCUTEJILHO BEPXHEr0 M HUKHETO
MPOTOH-IPOBOISIIMX KaHATOB. [Ipu KOHTaKTEe KapOOKCHUIIb-
HOU TPYIIIBI C HIDKHAM KaHAJIOM, COETUHEHHBIM ¢ "KHCIIOT-
HBIM pe3epByapoM", Ijie KOHLIEHTpalUs HOHOB BOAOPOIA
MOBBINICHA, KapOOKCHMJIbHAS TpyNIa HPOTOHUPYETCS
(=COO™ + Ht — —COOH). Kap6okcuipHasi rpymma co-
cemHed CyOBEAUHMIBI C, PACHOJIOKEHHOW BOJM3U OT
KaHaJla, OOPAIIEHHOTO B CTOPOHY IIEJIIOYHOTO Pe3epByapa,
JMEIPOTOHUPYETCSI — MPOTOH JUCCOMMUPYET U YXOIUT
Hapyxky (—COOH — —COO~ + H"), B pesyabTaTte 4ero
KapOOKCHJIbHASI TPYIIA 3TON CyOBEIMHUIIBI C 3apsHKaeTCs

oTpHIATENBHO?.

4 3aMeTHM, YTO HM3MEHEHHE 3aPSAIOBOrO COCTOSIHUS KapOOKCUIIBHOM
rpynnsl (IPOTOHUPOBAHKUE WJIM JENPOTOHUPOBAHHE) MOXKET MPOUCXO-
T HE TOJIbKO BCIEACTBUE e€ KOHTakTa ¢ "KucinoTHeM" min "mienou-
HeIM" pe3epByapoM, HO TaKke M 3a CYET PA3HOCTU DJIEKTPHYCCKHX
MOTEHIMAJIOB N0 00e CTOpOoHbI MeMOpaHbl. CpoJACTBO KapOOKCUIIbHOM
[PYIIIBI K IPOTOHY MOBBIIIAETCS C POCTOM JJIEKTPUYECKOTO MOTEHIIUAIIA
M, COOTBETCTBEHHO, YMEHBIIIAETCS C ITOHIKEHHEM MOTeHIuana. Takum
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Bpamenue 6apabana ¢, obecrieunBaeTcs 3a CHET B3aUMO-
JICUCTBHSI TMOJIOKUTEIILHO M OTPHUIATEIHLHO 3apSKCHHBIX
AMHMHOKHCJIOTHBIX OCTATKOB, HAXOMSINUXCS HA TPAHHUIEC
BHYTpUMeMOpaHHOW OeJIKOBOW CyOBETMHUILI @ U OJTHOU U3
CYOBETMHUL] C OJMTOMEPHOTO KOMILIEKca C,. KiroueByro
pPOJIb B CO3[IaHMU BPALIAIOIIEIO0 MOMEHTA UTPACT MOJIOXKH-
TEJIbHBIA 3aps/l AMUHOKUCJIOTHOrO octatka Arg210, mpu-
HaJIeXkAaIero MeMOpaHHOW OeJIKOBOH CyObeIuHHIEe a, U
OTPHUIATENILHBIA 3apsif JACIPOTOHUPOBAHHON KapOOKCUIIb-
Hoit rpynnsl (—COO™) aMHHOKHMCIOTHOTO OCTATKa acmnapa-
TUHOBOM KUCIOTHI (Asp61) (cm. puc. 5). PaccTrosiHue mexay
ATOMaMH, Ha KOTOPBIX JIOKAJIN30BaHbI 3TU 3aPs/Ibl, COCTAB-
nsteT mpubmmsnTensHo 2,53 A [44]. Iputsxenne pasHo-
UMEHHBIX 3apsAI0B CO3Ma€T KPYTSIIUKA MOMEHT (puc. 50,
JIEBBINl PUCYHOK), IO/ JCHCTBHEM KOTOPOTO OapabaH MOBO-
paumBaeTcs Ha yros A0 = 360°/n, tae n — uncio cyobemu-
HHII C, BXOZSIIIUX B OEJIKOBBII KOMILIEKC ¢,. [Tociie moBopoTa
Oapabana [enpoTOHMpPOBAHHAS KapOOKCUJIbHAS Tpynmna
npuOIM3UTCS. K HIDKHEMY KaHATy, MOJIYYHT [TOCTYIN K
"KHMCIIOTHOMY pe3epByapy" U CTAHET 3JIEKTPOHEHTpaILHON
(—COO~ + H" — —COOH) (puc. 56, mpaBblil PHUCYHOK).
IMoce cnemyromero mara BpalleHus OapabaHa ¢, 3Ta
NPOTOHUPOBaHHASl CyOBECAMHULA C YAAJIUTCS OT CyOBEIu-
HUILI 4, YHOCS ¢ CO0OM MPOTOH, HOJYYEHHBIA U3 "KHUCIOT-
Horo pesepsyapa". JBurasch, BMecTe ¢ GapabaHoM ¢, O
KpYyTry IMPOTUB YaCOBOW CTPEJIKH, TIOCJIE /1 IIATOB BpAICHUS
9Ta MPOTOHUPOBAHHAS CYOBETUHUIA TOJOUIET K BEPXHEMY
KaHaJly ¥ OTAacT IpOoTOoH "1ieounoMy peseppyapy", mpros-
perst orpunatenbubiii 3apsg (—COOH— —COO~ + H™).
Tak, "myremectBys" 1m0 Kpyry BMECTE € BPALUAOLIMMCS
GapabGaHoOM c,, MPOTOH OyIeT NEepPeHOCUThCs U3 "KUCIOT-
noro pesepsyapa” B "menounoi".

W cTOYHNKOM 3HEPTUM IS BPAICHUS POTOPA JEKTPO-
MOTOPA CIYXUT TPaHCMEeMOpaHHasI PA3HOCTb AIEKTPOXUMHU-
YeCKMX MOTEHIUATIOB MOHOB Bomopoaa (Apy:). DIeKTpu-
YeCKHU TOK, mpoTekaromwmii yepe3 Fo (HocuTenssmu 3apsima
SIBJISIFOTCSL TIPOTOHBI), OOECIIEUYMBACT MEPHOIUYECKOE IMPO-
TOHUPOBAHUE/IEIPOTOHUPOBAHUE KapPOOKCHJIBHBIX TPYIIT
CyObeIMHHUI] C, COo3aBasi YCIOBUS IUIsL HAIIPABJICHHOTO Bpa-
LIEHHsI pOTOpa ueKTpoMoTopa. bapaban ¢, TecHO compsi-
KEH € CYOBEIMHUIIEH Y — POTOPOM MEXaHO-XMMHUYECKOTO
motopa Fi-AT®a3el. bnarogapsi 3ToMy BpalaTelbHbINH
MOMEHT, CO3JaBaeMblil ajekTpoMoTopoM Fy, mepemaércs
CyObenuHHUIIC Y, BCICICTBHE YEero CyOBEOWHHMIA Y Bpa-
maetcst, obecreunBas cuate3 ATP.

4.2.3. DdpdexTnBaocts padoTnl MoTOpa Fi-AT®da3s1. B cBsizn
¢ mpuBeIEHHBIMU B paszesie 4.1 oneHKaM# K.II.JI. MOTOpa
clieflyeT clesiaTb HeKOTOpble MOosiCHeHus. B skcrepumen-
TajgbHBIX pabortax [79, 80] addexTuBHOCTL pabOTHI MOTOpPA
F-AT®a3b! BEIUUCIISIN ClIeyOIUM 00pa3om. M3 kuHema-
THUYECKHX JAHHBIX OMPENeJIsUIN () — CPEIHIOI0 CKOPOCTh
BpAIICHUSI OTATOIIEHHOTO POTOpa (TSIKENBIA MAPKEP, ITBH-
XKyluiicst B Bsi3koil cpezne). VI3 reomerpuueckux xapakTte-
pucTHK Bpararoinerocs "xsocra' (JUIMHA HUITUHIPUYECKOTO
CTepXHS L, paanyc r) BEIMUCISLIIH KO3QpuimeHT Tpenus & no

oOpa3oMm, axe B OTCYTCTBHE TpaHCMeMOpaHHOW pasHoctu pH, mpu
CO3JaHMU TPAHCMEMOPAHHOM PA3HOCTH 3JIEKTPHYECKUX HOTECHIHATIOB
(MOJIOKUTENBHBIH IOTEHIMAI (; — CO CTOPOHBI "KucaoTHOro", orpuna-
TeJIbHbIN MOTEHIMA (, — CO CTOPOHBI "HiesouHoro" pesepsyapa) 6yaer
BO3HHUKATH HAIPABJICHHBIA MOTOK NPOTOHOB 4epe3 Fo. DTUM MOKHO
OOBSICHATH DHEPreTHYECKYO HKBHBAJICHTHOCTH 3JICKTPHYECKON (A@) u
KoHIeHTparmonHoi (ApH) cocrasisirormx Apyys [51].
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dhopmye [80]

_ 4nnL3
¢= 3[In(L/r) — 0,447 @)

CpelHUi BpallarolIii MOMEHT, CO3/1aBA€MbIii MOTOPOM,
paBen (N) = &(w). Mexanuueckass paboTa MPOTHB CHIJI
BSI3KOTO TpeHusi 3a oJuH 0o0opoTr paBHa &(w)2m. Xumu-
Yeckas JHEpPrus, 3aTpaueHHas Ha 3Ty paboTy, paBHa
3AGaTp, Toe AGaTp — cBOOOIHAS 3HEPTHUS THAPOJIU3A
oaHoit Mosekyyibl ATP, 3HaueHNe KOTOPOI MOXHO BBIYHUC-
JIUTH JJISI 3aIaHHBIX YCJIOBUMA 3KCIEpUMEHTA (KOHIEHT AN
pearenToB, pH, TemmnepaTtypa).

D¢} hexTHBHOCTD HCTIONB30BAHAS XUMHYECKOH IHEPTUH
MoJiekynl ATP juist BpaleHus: OTSronEéHHOro poTopa Mo-
KeT ObITh BBIUUCJIEHA CJIEAYIOLIM 00pa3om:

pabota
——
Ew)2n
3AGaTP
——

CBO60£{H3.$I DHEprus

(5)

Ncroke =

3aMeTuM, YTO ONPEIeIEHHBIA TaKUM CrocobomM Kodpdu-
MUCHT #cpore — KO3GOUIUEHT TosIe3HOTO OeHCTBUS IO
CTOKCY — He BIOJHE COOTBETCTBYET TPAJUNHOHHOMY
ONpEICNICHUIO K.IL.J. JUJISS MAIIMH, paOdOoTaIUX MPOTHB
KOHCEPBATHBHBIX CHJI. B mamHOM ciywae paborta cosep-
1IaeTCs MPOTUB ITUCCUMATUBHON CHJIBI — CUJIbI TUAPOAMHA-
MHYECKOT'0 CONTPOTHUBIIEHHUS BOAHOM cpeabl. ONeHKH, Cenan-
HbIe B [79, 80], MOKa3bIBAIOT, YTO pabOTa MPOTUB BHYTPEHHUX
CHUJI TPEHUSI IPEHEOPEKUMO MaJIa o CPaBHEHHIO C PAOOTOH,
3aTpaydBaeMol Ha BpaIllcHUE BHEIIHEH HArpy3ku. Beicokasi
3pPEeKTUBHOCTL PabOTBI MOTOpa MPOTHB JIUCCUMATUBHBIX
BHEIHUX cui (K.m.ja.~ 90—100 %), xak ObLIO CKa3aHO
BbIIIE, OOYCIIOBJIEHA MaJbIMU BHYTPEHHUMH MOTEPSIMU
9HEePI'ud, YTO OINpPENesieTCss KOHCTPYKTUBHBIMU OCOOEHHO-
cramu F-AT®da3ser.

TeopeTHyecKuil aHAJIN3 IKCIIEPUMEHTAJILHBIX JAHHBIX 110
BPALIECHUIO CYOBEIUHUIIBI Y, OTSATOLIEHHON JJIMHHBIM aKTH-
HOBBIM "XBoCcTOM", B 3aBUCIMOCTH OT €0 [IJIMHBI U KOHIIEHT-
pamu ATP, mposeaéunbiit Ocrepom u Banrom [31, 32],
MoKa3ajl, YT0 HEOOXOAMMBIM YCIIOBHEM ISl OoOecHedeHHUs
BBICOKOTO K.ILJ. PaboTel F-AT®a3bl (1 o =~ 90—100 %)
SIBJISIETCSl TIOCTOSIHCTBO BpalllaTeJIbHOIO MOMEHTa. MoTop
JIOJDKEH ~ TeHepUpOBaTh  MOCTOSIHHBIA  BpalllaTeJIbHbIN
MoMeHT (N(0) ~ const =40—45 nH HM) BO Bpemst Bcero
[UKJIA BpAIIeHUs! pOTOPa, a He CO3/IaBaTh JIUIIb KPATKOBpE-
MEHHBIE, HO CHJIbHBIE YAapbl B MOMEHTBI OBICTPBIX IIOBOPO-
TOB. DTO o3HauaeT, 4to MoTop F|-ATda3zel He MoXker
paboTaTh 1O MEXaHU3MY TakK Ha3bIBAEMOIo "OPOYHOBCKOIO
XxpanoBuka', Korjga BpalleHHe HPOUCXOAUT B PE3YJILTATE
penKuX, HO MOUIHBIX YIapoOB, HANIOMHUHAIOUINX OeNbTa-
GyHKIUIO (TpU KOPOTKUX yIapa B TEUSHHE OTHOTO MOJHOTO
obopora). CormacuHo [31, 32], BpamaTeIbHBIA MOMEHT
N(0) =~ const MOXET T'€HEpUPOBATHCS B PE3yJIbTaTe 0OJIb-
IIOTO YUCJIA TOCIEAOBATENbHBIX CTAANMA, KaXIas U3 KOTO-
PBIX CONMPOBOXAAETCS] MaJIbIMU HU3MEHEHHSIMU CBOOOIHOMN
sueprun (~ kgT'). Ilpu paboTe MexaHO-XMMHYECKOTO MO-
Topa F| Takoe mocTeneHHoe CHIDKeHHE CBOOOTHON SHEPTUU
MOXET MPOUCXOANTE IO Mepe IOCIIeI0BATEIILHOTO 00pa3o-
BaHUsT MHOTHX (~ 15—20) BOmOpPOIHBIX CBsi3eil Mexay
MoJiekyJioit ATP u aMHHOKHCIIOTHBIMHM OCTATKAMHU KaTaJIH-
THYECKOTO IeHTpa [69].

5. MaTteMaTH4ecKHe MOJ1€e/Id
FoF1-AT®-cunra3sl

Teopermueckomy mccienoBaano MMM OCBSIIIEHBI MHO-
TOYHCIICHHBIE TPYIbl OTEUYECTBEHHBIX M 3apyOekHBIX aBTO-
poB (cM. pabotsl [31—-34, 98, 102—116] u cCbUIKM B HHX).
OJIHO M3 aKTyaJIbHBIX HANpPAaBJICHUA B 00J1acTH OMopu3nKu
CBSI32HO C TIOCTPOEGHUEM MAaTEeMATHUYECKUX MO/IeNIEH, OMIChI-
BAOIINX HAIPABJIEHHOE BPAIICHUE PA3JIMYHBIX HAHOPa3Mep-
HBIX MOTOPOB. B HacTosIeM pa3zese Mbl KpaTKO pacCMOT-
puM paboThl, MOCBSIIEHHBIE TEOPETHYECKOMY HCCIIEA0BA-
Huro FoF|-AT®-cunrasbl. Pe3yibTaThl OMOXUMHUYECKUX U
CTpYKTYypHbIX ucciegoBanuii FoF-AT®d-cuHTa3bl B cOBO-
KYIMHOCTH C JTaHHBIMH TI0 KHMHEMATHKE BpAIEHHUS POTOpa
IATOT OOIMUPHBIA JKCIEPUMEHTATbHBIA MaTepuas s
MOCTPOCHUS KOJIMYECTBEHHON Teopuu paboThl 3TOrO dep-
MEHTa C MCIOJIb30BAHUEM METOAOB MAaTEeMAaTHUYECKOU U
TEOpPETUYECKON (U3MKH. AKTYyaJbHOCTb TaKUX MCCIIEIOBA-
HUI oueBUAHA. MaTeMaTHYeCKOe MOJICTUPOBAHNE SIBJISIETCS
YIOOHBIM (2 WHOTJA U €TMHCTBEHHBIM) HHCTPYMEHTOM JIJIsI
AHAJIN3a PA3JIMYHBIX CIICHAPUEB COOBITUH, MPOUCKOISIIIX
pu pabore MMM, 1115l OLIEHOK HEPTETUYECKUX U JUHAMH-
YeCcKUX XapakTepuctuk MMM.

5.1. /Ilunamuveckne Mojieji padoThl

npotonnoii AT®-cuHTa3bl

5.1.1. TIpocreiimas AuHAMIYECKAasi MOJIe/Ib BpallleHnsi poTopa
Fo. IlepBbie Haubosee OOCTOSITENIbHBIE MaTeMaTHUYECKUE
mopesm BpatieHust potopoB FoF-AT®-cuHTa3bl onuvcaHbl
B pabotax Ocrtepa u Banra c coaBropamu [102, 103]. DT
MOJIEIM MBI pAaCCMOTPHM MoApoOHee Hike (pasmen 5.1.2). B
HACTOSIIIEM pa3/ieic Mbl HAUHEM aHAJIN3 332491 O BPAIIICHUN
poTopa ¢ paccMOTpeHHUs 0oJiee MPOCTOW JUHAMHYESCKOM
MOJEJH BpalleHus] poTopa 3JIEKTpoMOTopa (BpalleHue
MOTPYXEHHOTO B MeMOpaHy OapabaHa c,), IpelIJIOKCHHON B
pabotax [115, 116].

KavecTBeHHOE OMMICAHUE MEXaHU3MA TeHePAInY MOMEH-
Ta, BBI3BIBAIOIIETO HAMPABJICHHOE BpallleHHEe MEMOPaHHOTO
portopa c,, O6bu10 gaHo Bbie (pasgen 4.2.2, cM. puc. 5).
JdunamMuueckoe ypaBHEHHE, OINHUCHIBAOIIEe BpAILCHHE
poTopa B TAaKOH CHCTEME, U €ro pelIeHHsl OBbLIM PaccMOT-
pensl B paborax [115, 116]. DT0 ypaBHEeHHE B yIPOILIEHHOM
BapUaHTE MOJICIIH UMEET BUJT

d?0(z) ,, do(r)
R |q1go| .
B 4me 8V12 s [oc@(t) + %] =0, (6)
rae 0(t) — yrox moBopora 6apabana c,; I — MOMEHT

uHepuuu OapabaHa c,, NOrpYXKEHHOrO B MeMOpaHy u
COCIMHEHHOTO B CBOCH BEpXHEH 4YacTu ¢ CyOBCIMHUICH Y;
R — pammyc 6apabana; h — TommuHa GapabaHa c,;  —
K03 dHUIHMEHT BSI3KOCTH LUTOIIIA3MbL;, M(0(f)) — MOMeHT
VIOPYTUX CHUJI, BO3HUKAIONIMX TPH CKPYYHMBAHUH CYObEIu-
HULBL Y; ¢] U ¢» — 3apsadbl aMHUHOKUCJIOTHBIX OCTAaTKOB
Arg210 u Asp61, pa3HecEHHBIX Ha PACCTOSIHHE F|; & —
IUDJIEKTPUYECKAsl MOCTOSHHASL CPeNbl, pa3Aelsioneid 9Th
3apsael; o U @y — KO3 (UIMEHTHI, 3aBHCSAINIE OT TEOMeT-
PYH CUCTEMBI M YUCIIa 11 CyOBETHHMII C.

Bpamenne portopa ¢, HPOUCXOAMT ckaukamu. Ilpu
Hanmuuuu B OapabaHe n CyOBeAMHHUIL C, MOBOPOT POTOpa Ha
120° compsixéH c mpoxoxaeHuemM dvepe3 Fo HECKOIbKHMX
MPOTOHOB, YHCJIO KOTOPBHIX HOJDKHO OBITH HE MEHee 4eM
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m = n/3. CyObeIMHUNA Y, 3aKPEIUIEHHAS C OHOU CTOPOHBI
3a OapabaH c,, a ¢ Ipyroit norpyx€xuHas BHyTpb rekcamepa
o3B3, paccMaTpmBaeTcss Kak ympyras npyxwHa. I[locie
KaX10ro nmoBopora 6apabana Ha yros A0 = 2nt/n cyOobenu-
HUIA Y 3aKpy4ymnBaeTcs. [ MImoTe3a o ToM, 4TO CyObeTMHUIA Y
3aKpY4UBAETCS IPU KaXXKI0OM IOBOpOTe OapabaHa ¢, Ha yroi
2n/n BIUIOTH [0 ero moBopota Ha yroa 2m/3 (120°), a
HaKaIUIMBaeMasi TIPU 3TOM JHEPIHs yNpyrux nedopmanmit
WCIONB3YeTCs ISl CTPYKTYPHBIX TEPECTPOEK Tekcamepa
o3B3, paHee ObLIa HMcmosib3oBaHa B pabortax [117-119].
ITociie nepenoca m MPOTOHOB HAIPSDKEHUE KPYUEHUs CyOb-
eIMHUIBI Y JOCTUTAET Mpeesia, IOCie Yero MPOUCXOIuT e
CKauKoOOpa3Hoe MPOBOPAYNBAHUE BHYTPHU rekcamepa osf;.
Hdpyrue cuibl, neiicTByrolye Ha POTOP, JJISI MPOCTOTHI
CUATAEM OTCYTCTBYIOIIUMHU. MOMEHT, CO3/IaBaEMBIi CHUIION
YIOPYroro HATSKEHUsI, 00YCIOBJIEHHOTO CKPYYMBAHUEM PO-
TOpa, MOKHO IPEJICTABUTH B BUJIE

TRE
! [0(1) + no.] (7)

M(0(2)) = W1+ 0)

roe Ry =8 A — pamnyc cyObe TMHKIIEL 7, hy =60 A — nmna
cyobeauuusl v, E— monyns FOnra poropa, ¢ — oTHolle-
Hue Ilyaccona (mist GonbimHcTBa OenkoB o = 0,4), 0, —
YyTOJ CKPYYMBAHHUS Y-CYOBEOWHHIBI MPU MPOXOXKIACHUU
OJHOTO MPOTOHA.

Torpaa ypaBaenue (6) mpuHIUMAET BU/T

d?0(7) ,, do(r)  TRJE
I—dtz AnnR*h TR TN [0() + nb.]—
R |qq2] . B
pr— sin [x6(1) 4+ ¢y] =0. (8)

[TostyueHHBIE pElLICHHS B 1IEJIOM MPABUILHO OTMHCHIBAIOT
ncciielyeMoe SIBJICHHE, HO JIMIIb Ha KA4eCTBEHHOM YPOBHE.
JecTBUTENbHO, PACCUMTAHHBIM BpallaTeIbHBIH MOMEHT
(N ~ 4 nH HM) Ha TOpSIIOK MEHBIIIE, YeM 3KCIIEPUMEHTAJIb-
HOe 3HaueHHE Nex, ~40—50 mH mM. CoOTBETCTBEHHO
pabora, coBepiraemasi Bpaiaromumcs bapabaHom, cyiect-
BEHHO MEHBILIE SHEPTUHU, HEOOXOAUMOM 1JIsl CHHTE3a OJHOMI
mosekysel ATP. OtmeTrum, 4YTO B JaHHOW MOJENIHM HE
YUATBIBAIOTCS DJIEKTPOCTATHYECKUE B3aMMOEHCTBHS 3apsi-
JIOB C MPOTOHAMH, Haxomaummucs Bo "BxoguoM" u "Bol-
xoaHoM" IpoTOHHBIX KaHaax. [Ipo6ieMaTHIHON ABJIAETCS
OLICHKA JIUAJIEKTPUYECKON MOCTOSIHHOW & B Pa3HbBIX CJIOSIX
MOJIeIbHON cucteMbl. KpomMe 3TOro, B MOJeIH B SIBHOM
BUJC HE YYUTBHIBACTCS B3aMMOJEHCTBHE CYOBEAMHUIIBI Y C
rekcaMepoM o3 ;. BeposTHO, mo3TOMY paccunTaHHBIEC 3Ha-
YEHUST MOMEHTOB "CHJI cOmpoTHBJIeHHUs" OKa3auCh 3aHU-
KCHHBIMH TIO CPABHEHUIO C 3KCIIEPUMEHTAJIBHO HU3MEpEH-
HBIMH 3HAYEHMSIMHU, & XapakTepHbIe BpeMeHa MOBOPOTa —
Ha TPU MOPSIAKA MEHbIIE peanbHbIX. OJHAKO, HECMOTPS HA
KOJIMUECTBEHHBIE PACXOX/ICHHUS, OMMCAHHAS BBIIIE CPABHU-
TeJILHO MPOCTasi MOJIEN b MO3BOJISIET HATJISIIHO NPEICTABUTH
MeXaHu3M BparieHns 6apabana. OHa BIIOJIHE MOXET OBITh
CKOPPEKTUPOBAHA U YJIyUIlleHA HA OCHOBAHHM PE3YJIHTATOB
pacuéToB, onucaHHbIX HUXe (pa3men 5.1.2).

5.1.2. Onucanne Bpamennsi poTopoB NpoToHHoii AT®-cun-
Ta3bl METOJAMH CTOXACTHYECKOl TMHaMuKH. B cirydae Mmaxpo-
MOJIEKYJIIPHOTO MOTOPA, IMEIOIIET0 CPABHATEIILHO MaJIbIi
MOMEHT MHEPIUH POTOPA, HHEPIIMOHHBIM YJICHOM B JMHA-
MHYECKOM YPaBHEHHH, OIKCHIBAIOLIEM BpAIICHHE POTOPA,
MOXHO TpeHeOpeYb MO CPABHEHHWIO C IPYTUMHU HJICHAMH.
ITosTOoMy B paMKax MOIX0/a, OCHOBAHHOTO Ha HUCIIOJIb30Ba-

4%

HUM CTOXaCTHYECKOTO ypaBHEeHHUs JIamkeBeHa, ypaBHEHUE
BpallleHUs] POTOPa B caMOM OOIIeM BHU/IE MOXHO 3aIKCaTh
cienyromuM obpaszom [102, 103]:

¢ = Fe(0.5) + Fu(0,9) 4 7(0), o)

rae § — yros moBopota potopa; { — cyMMapHblii K03 du-
LHUEeHT TpeHust; Fg (0, s) — MOMEHT 3JIEKTPOCTATHIECKHUX CHLI,
neficTByromux Ha 0apadaH cO CTOPOHBI CYOBEIUHMIBI a;
Fm(0,s) — momenT "runpodoGHbIX" cull, IeHCTBYIOIINX Ha
GapabaH co cTOpoHbI MeMOpaHbl; T — MOMEHT CHJI, JIei-
CTBYIOIIMX Ha CYOBEOMHUILY Y CO CTOPOHBI Tekcamepa o3 fs;
f(t) — MOMeHT ciry4ailHbIX Bo3zeicTBuil ¢ "amMruuTynoi"
V2Lkp T, cHMBOJI s XapakTepHu3yeT AUCKPETHBIE COCTOSHHUS
CHUCTEMBI, Pa3JIUYarOIIUecs 3aMOJTHEHUEM MPOTOH-CBS3bI-
BaloONIUX HNEeHTpoB MoTopa Fo. IIpuHSITO, YTO MOMEHT
"runpodobubix" cun Fy (0, s) BOSHHKAET 3a CU€T SHEPreTH-
dyeckoro Oapeepa (~ 45kgT ), mNpensTCTBYIOIIETO CMeIlle-
HUIO 3apsSKCHHBIX (IEPOTOHUPOBAHHBIX) C-CYOBCIUHUI] B
00J1acTh MeMOpaHBl. YUUTBIBAKOTCS YEThIPE COCTOSHHS
MPOTOHUPYEMBIX TPYIIL a) IPOTOH CBS3aH C KapOOKCHIIb-
HOU rpynmnoit Asp6l cyOBeIUHUIIBI C, SKCIOHUPOBAHHOU B
cropoHy "KHCIOTHOTO pe3epByapa'; 0) HPOTOH CBs3aH C
KapOOKCHIIbHOM Tpymmoit Asp6l cyObeqMHUIIBI C, SKCIIOHH-
poBaHHO# B cTopoHy "wWenoynoro pesepsyapa'; B) obe
KapOOKCUIIbHBIE TPYIIBI HIPOTOHUPOBAHBL; I') 00e Kapbo-
KCUJIbHBIE TPYIIIBI IEIPOTOHUPOBAHBI. B MOie/n yuuThIBa-
IOTCSI B3aUMOJACUCTBUSI OTPULATEIBHBIX 3apsI0B ACTIPOTO-
HUPOBAHHBIX KapOOKCUJIBHBIX TPYII CYObEANHUIL C, TBUKY-
muxcst BMecTe ¢ 0apabaHOM, M HEMOIBUKHOT O TIOJIOKUTEb-
Horo 3apsma Arg210, a Takxke 3apsI0B APYTHX aMHUHO-
KHCJIOTHBIX ocTaTkoB ctaTopa (Glu219, His245). Jebopma-
UK cyObe TMHUIIBI ¥, BBI3BAaHHBIC BpallieHueM ObapabaHa c,, B
pabore [102] He yunTbiBasuch. [Ipeanonaraercs, 4To ryaHu-
JIMHOBAS TPYIIAa aMUHOKHUCIIOTHOTO ocTaTtka Arg210 Bceraa
3apsKeHa TMOJIOKHUTENBHO (Garg10 = +1). 3apsin kapbo-
KCUJILHOU TPYNIBI CyOBEIMHUIIBI C MOXKET U3MEHSITCS, 9Ta
rpymmna xapakrepusyercs 3HauenneM pK, (pK, paBHO Besu-
yuHe pH, mpu KOTOpOH BEpOSITHOCTH MPOTOHUPOBAHUS
KHCJIOTHOH rpynmbl paBHa 50 %).

KunemaTtuka BpamateabHOTO IBUXKEHHS POTOpa OIpe-
nensieTcs: pemreHueM ypaBHenus: Jlanxesena (9) ¢ yuérom
MapKOBCKOTO IPOTIeCca, OMUCHIBAIOIETO TPOTOHUPOBAHUE U
JIENPOTOHUPOBAHUE C-CyOBEIMHML, KOHTAKTUPYIOIIUX C
IPOTOHHBIMM KaHajaMu. B pamkax 3Toil Mozaenu ObLIO
MOJIYYEHO BIIOJIHE PEAJIMCTHYHOE ONHCAHHUE PAOOTHI IJIEKT-
poMmotopa [102]. ITokazaHo, 4TO cHCTEMa MOXKET paboTaTh B
JBYX peXHUMax: Kak reHepaTop Apiy: M Kak 3JIEKTPOMOTOP,
BpAIAFOINMIACS 3a CUET SHEPTHH Apy.. YCTaHOBJIEHO, YTO
BpALIEHUE POTOPA TECHO COMPSDKEHO C MOTOKOM HPOTOHOB
yepe3 MeMOpaHy: OJIMH TOJIHBI 000pPOT POTOpa CBSI3aH C
TpaHcoKkanued 12 MpoTOHOB, YTO COOTBETCTBYET MEPEHOCY
YeTBIPEX TPOTOHOB B pacu€Te Ha OJHY CHHTE3HPYEMYIO
moJtekyiy ATP. Ilokazana xiroueBasi poJib aMHHOKHUCIIOT-
HOoro ocratka Arg2l10 B reHepanuu BpalllaTeJIbHOTO MO-
MEHTa M B OOECIeUeHIH TECHOU CBSI3UM BPAILEHUH pOTOpa C
TpaHcMeMOpaHHBIM ITepeHOCcOM MpoTOoHOB. Hanmuune Arg210
MPENSITCTBYET yTE€UKE MPOTOHOB, KOTOPAsi MOXKET MPOUCXO-
IUTh B pe3yJbTaTe CIyYalHBIX BpAIeHUil pOTOpa B MPO-
THUBOMOJIOXKHOM HampaByieHud. ONTUMAJIbHBIA PEXUM pa-
OGOTBI AIEKTPOMOTOPA peaTu3yeTcs mpu 3HaueHusx pK, ~ 7
st Asp61, 4TO XOpOIIO COTJIaCyeTcsl C 3KCIEPUMEHTAJIb-
HBIMU JAHHBIMH O poJit Asp61 B reHepanuy BpamaTeaIbHOTO
moMmenTa [120—123].
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OTMmeTuM, YTO MCHOJIb30BaHHE ypaBHEHMs JlamxkeBeHa
JUISL OTIMCAHMS TUHAMUKH BPAIICHUSI POTOPA MaKpPOMOJIEKY-
JIIPHOT O 3JIEKTPOJIBUTATEJIS OBLIIO BCECTOPOHHE OOOCHOBAHO
B crathe [124], omuceBaromieid paboTy OakTepwaibHOTO
3JIEKTPOMOTOpPA, BPAIIAIOIIETO KIYTHK OaKTepuaIbHOU
kieTku. KoHCTpykuusi 0akTepHaslbHOTO 3JIEKTPOMOTOpPaA
HAMHOTO CJIOXHee 1o cpaBHeHUO ¢ F1Fo-AT®-cuntazoii. B
9TOM ke paboTe mocTpoeHsl "uenouku" MapKOBCKHUX IIEpe-
XOJIOB, XapaKTepH3YIOIIUX COCTOSHHE POTOpa M CTaTtopa
MoTopa. Metoauka, pazuras B [124], Obu1a ucnosib3oBaHa
IIpU IOCTPOEHUM APYTUX MoJeJiel HaHoaBuraTese [125].

Crnenyromasi pabora Ocrtepa u Banra [103] Oblia mo-
CBAIIEHA MOJAEIMPOBAHUIO JACHCTBHUS MEXaHO-XMUMHUYECKOTO
moTtopa Fi-AT®a3sl ¢ yu€ToM M3MEHEHUI COCTOSIHUM Ka-
TAJIMTUYECKUX LEHTPOB (fi}, fi5, f3), PACIIONIOKEHHBIX B IeK-
camepe 0303, U pa3IMYHON HArpy3Ku poTopa (CyObeauHUIA
v). CuctemMa ypaBHEHUH, OIMCHIBAIOLIUX BPAILEHUE POTOPA
F-AT®a3n1, umeeT BULI

O (0,81 B )~ T Ta(1), (10)
dg.
B k0B B (i

rae i = 1,2,3 — Homepa cybbenunu B; { — kodddumuent
BSI3KOTO TPEHUs, OOYCIOBJICHHOTO HATrPY3KO#l Ha pOTOp;
(0, By, P2, f3) — BpalIaTEIbHBIE MOMEHT, NMPUKJIA/IbIBaC-
MBI K CyOBEAMHUIIE Y CO CTOPOHBI rekcamepa o3B3; 71 —
OTOJHUTENbHBIH MOMEHT, CO3JaBaeMblil Harpy3koi
(HampuMep, CO CTOPOHBI JaszepHoro nuHuera); Tp(f) —
BpaIllaTeJIbHBII MOMEHT 3a CUY€T TEIUIOBBIX (DIYKTyanui;
dyuxunst (0, By, B2, B3) = —0V(0, By, B2, B3) /00 onpenes-
ercs moteHuuanom V(0, B, f,, f3), KOTOPBIA y4HTHIBACT
TeOMETpPUUYECKHE M YNPYrue CBOMCTBA paccMaTpuBaeMoil
cucremsl; K(0,p,_1,f:y1) — MaTpuua, OIUCHIBAIOIIAS CKO-
pOCTH TEepexoa0B MexXay 64-mMs BO3MOXHBIMH COCTOS-
HUSIMH KaTaJIUTUYECKUX IIEHTPOB, 3aBHCSIINE OT yrja
MOBOPOTa CYOBETUHULLI Y M "XUMHYECKOro" COCTOSHUS
CHCTEMBI.

[Ipeamonaraercs, 4TO peaknuu TUAPOJIM3a U CHHTE3a
ATP 00paTuMBI, IPU 3TOM KaXK/IbIi KaTATUTUUYECKHUI LIEHTP
E MoOXeT HaXOIUTBCS B YETBHIPEX BO3MOXHBIX COCTOSHUSX:
1) E — cBoOomHbIN IeHTD, 2) ET— meHTp 3aHIT MOJIEKYJI01
ATP, 3) Ep — 3ansar monekyyioid ADP, 4) Epp — 3ansr
moutekyiamu ADP u Pi. B mosiekysie pepmMeHTa MMeEroTCs TpU
KaTaJITHYECKUX LEHTPA, MOITOMY MAKCHMAJbHOE YHUCIIO
COCTOSIHUH, B KOTOPBIX MOXET HAXOTUTHLCS JepMEHT, pAaBHO
4% = 64 (deThIpe BO3MOXHBIX COCTOSIHHS TpPEX KaTaJNTH-
YECKUX IICHTPOB).

Pemenne cucremsl ypaBaenuit (10), (11) mo3Boimio ko-
JINYECTBEHHO ONMHUCATH OCHOBHBIE 3aKOHOMEPHOCTHU Bpallle-
Hust poropa Fi-AT®a3bl: cTyneH4YaThie TOBOPOTHI HA YTOJI
271/3, reHepanuio BpamareiabHoro Momenra N & 45 nH uwm,
notpebieHre B cpemHeM omHol Mojekynsl ATP ma omun
MOBOPOT Ha yroJ 2m/3, 3HaueHue K.IL.A., 6im3koe k 100 %.
Pe3ynbTaThl pacu€ToB XOPOIIIO COTJIACYIOTCS C MPECTaBIIe-
HUSIMH O TOM, 4TO 3Heprus csi3biBanus ATP 3anacaercs B
dbopme sHeprum ymnpyrux aedopmanuii, KOTopas HCHOJb-
3yeTcsl JIJIsl BpallleHnsl CyObeIMHUIIBI Y OJ1arofaps TeCHOMY
COTIPSDKEHUIO MEXAHUYECKUX M XUMHUUYECKUX CTAJIUN paboThI
F-AT®as3s1 (cMm. nmoapobHee paznuen 5.4).

Ornucannas B padote [103] moaenb pabotel Fi-AT®a3st
MPUMBIKAET K KJIACCY MAaTEMAaTHYECKUX MOJEIIEH, Oy rB-
IIUX Ha3BaHHE '"Me3ockommueckue Moneian", Wim Momein

MapxkoBa — ®okkepa —[Tnanka ("MOII-monens"). Monenu
9TOTO THUMA SIBJSIFOTCS MPOMEXKYTOUYHBIM CIIy4aeM MEXIY
MOJIEJIMPOBAHUEM METOJAMH MOJICKYJISIPHONW NHHAMHMKH,
ONHCBLIBAIOIIEH JBIDKEHHE KAXKIIOTO aToOMa, W KUHETHYec-
KHMH MOJIEJISIMHA, ONUCHIBAIOIINMH TIEPEXOJIbI MEXKITy CpaB-
HUTEJILHO HEOOJIBIIMM YUCIIOM JUCKPETHBIX XUMHYECKHX
("mapkoBckux") cocrostHuil. BaskHeHIIMM 3TarioM mocTpoe-
Hust M®II-moperneit siBiasieTcs BBIOOP HEOOJIBIIIOrO YHCIIA
BBIZICJICHHBIX CTENeHed CBOOOIBI, KOTOPBIE paccMaTpH-
BAIOTCs B IBHOM BHJIE, ¥ IOCTPOEHHE MIOBEPXHOCTEH CBOOOI-
HOW QHEPTUH, JUTSI KOTOPBIX 3TH CTENIEHU CBOOO/TBI SIBJISTFOTCS
TeOMETPUYECKUMH KOOpAMHATAMU. [[J1 OCTpOEHUs! TaKux
MOBEPXHOCTEW OOBIYHO MCHOJIB3YIOTCS CTPYKTYpHBIC (J1aH-
Hble DPEHTICHOCTPYKTYPHOTO aHANM3a) M OMOXUMHYECKHE
JTaHHBIE, KOTOPBIE MIO3BOJISIFOT BBIACIUTH HANOOJIee BaXKHbIE
B3aUMOJICUCTBUS MEX/Ty PA3JINYHBIMU CYObeIMHUIIAMHU.

Kiraccnueckum npumepom mopemm kiacca MOII, wnc-
nojp3yeMoi juist omucanus FoF-AT®a3bl, sBisieTcss Mo-
JieJb, mpeiioxennast Octepom ¢ coaBTopamu B paboTte [126].
B aroit pabote npeanosaraeTcs, YTO peakuy TUAPOIU3a U
cunrteza ATP, mporekaromue no cxeme (3), oOpatumsl, a
KQKJIbIM KaTaJduTH4eckuil neHTp E MoxkeT HaxomuTbcs B
4eThIpEX BO3MOXHBIX coctosiHusAX: E, E1, Ep m Epp.
BeposTHOCTh HAXOXISHHUS B KaXKOM H3 3TUX COCTOSIHUH p;
MOXHO omucaTth ypaBHeHmem Kommoroposa—®okkepa—
I1nanka, KOTOpOE UMEET BU/I

o%p,
00?

p, D d (_ 9G(0, ) N

& keT OO\ 00 ”)”‘*D

+ ZK\'S’ X Psr s (12)
s’

rae D = 1,5 x 10* pan? ¢™' — xoadunment quddysun s

BpAILATEJIbHOTO ABIDKEHHSI POTOPA MEXaHO-XMMHYECKOTO
motopa F; (cyObenmnmma y), T — KpYyTSAIIUHA MOMEHT,
c03/1aBaeMblil poTOpOM 3teKTpomoTopa Fo.

Jutst npocToThl npuHUMaeTcs, 4To T=const= 45 nH am.
BparmatenbHblii MOMEHT, IEHCTBYIOIIMN HA CyOBEIUHUILY Y
CO CTOpPOHBI CyOBeauHMIl 3, OMpPEeseTCS MOTCHIUAIOM
B3aMMOJCUCTBUSl CYOBEIUHUIIBI Y C CyObeaquHHUIAMH [3,
—0G(0,5)/00. Torenmman G(0,s) upenctapiser coboii
CyMMY NOTEHIIMAJIOB B3aUMOJCUCTBUSI CyOBEIUHUIIBI Y C
TpeMs pa3HbIMU CyObeIUHULAMH [3:

G(0,s) = G(0),, +G<9+23”>32 +G<9+23”)53. (13)

®dopma moTeHnraa G(B, s) onucana B pabote [126]. Tam xe
MIPUBEICHBI 3HAYESHUS YWICHOB MATPUIIBI K5/, XaPAKTEPU3YIO-
1I1e KHHETUKY IePEX0I0B U3 OJJHOTO COCTOSIHUS B Apyroe. B
TPWJIOKEHUH K cTaThe [126] mana HATIA1HAS aHUMATIMOHHAS
KapTUHA, WUIIOCTPUpYIOIas paboTy ONUCHIBAeMOU
CHCTEMBI.

PesynbraTel npoBe€HHOTO B padoTe [126] ucciemoBanust
MOKA3aJIM, YTO MOJIENIb aJIeKBATHO ONHUCHIBAET HA '"Me30-
ckonuyeckoMm" ypoBHE (MUJUIMCEKYH[HAs INKaJla BPEMEH,
HaHOpAa3MepHasi CHUCTeMa) MeXaHO-XHMHYECKHe CBOHCTBA
FoF-AT®-cuntassl B pexume cunte3a ATP. Vron moso-
poTa cyObeUHHUITLI Y (epeMeHHas () MOXKET OBbITh HCIOJIb-
30BaH Kak 0006ménnas ("kosulekTuBHas'") KOopauHaTa —
Ccypporat MHOTOMEPHO NMePUOANIECKON TPAeKTOPHH KOOP-
IUHAT ATOMOB, BXOMSIIUX B KATaJUTHYECKHE IIEHTPHL.
Pe3ynbTaThl craniMoHapHbIX pereHuit ypasHenui (12), (13),
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Puc. 16. Cxema, WUIFOCTpUpYIOLIAsl pa3JIMyHble MyTH 3Bostonmu Fi-
AT®azbl npu Bpaienun e€ poropa. byksamu T, D u E 0003HaueHbI Tpu
BO3MOJKHBIX COCTOSIHUSI KATAJIUTHIECKUX IEHTPOB: T — IEeHTp COmepKUT
ATP, D — uentp conepxut ADP, E — cBOOOIHBIH KaTaIUTHYECKUI
neHTp. ToJMHA KaX 101 JIMHIU, CUMBOJIM3UPYIOLIEH NEPEX0 /1, POIOop-
LHOHAJIbHA CTaTUCTHYECKOMY Becy AaHHoro mepexona. (ITo maHHBIM
paboTsl [126].)

0p,/0t = 0, oTHOCsIIHECs kK paboTe FoF -AT®as3s! B pexkume
cunte3a ATP, moka3pIBalOT XOpOIIee COTJIaCUe C 3KCIEPH-
MEHTAJTbHBIMU AaHHBIMU [126]. dpyroil mHTepecHBIN pe-
3yabTaT MojaequpoBanus pabotel  FoF-AT®-cunTassl
COCTOUT B TOM, YTO B PEABHBIX (PU3UOJIOTHIECKHUX YCIIO-
BUSIX CYIIECTBYET HE OJIHA, 4 MHOXECTBO TPAEKTOPHI Ie-
pexona MeXAy pa3sHbIMH COCTOSIHUSIMH (epMeHTa. Pesynb-
TaThl TAaKOTO MOJEIMPOBAHUS IO3BOJISIFOT OUEHUTH CTa-
THCTUYECKHH BEC OJTHX TPACKTOPUHA W BBIWICHUTh Tak
Ha3bIBaeMblil "OCHOBHOW KuHeTHYecKMi nyTh" (puc. 16).
Moenb Takke MO3BOJIUIA OOBSICHUTD TABHO M3BECTHOE, HO
JIOJIroe BpeMsl OCTaBaBIlleecs 3arajJkod 1jisi OMOXMMUKOB
siBjieHne MHrubuposanus F-AT®azel mozekyiamu ADP

[36].

5.2. DaekTpocTaTnyeckne B3auMOoIelCTBHUS
1 3HepreTuka ruapommsa AT®
Kongpopmarnmonnsie nepectpoiiku Fi-AT®da3bl, uHAyIIPO-
BaHHBIE CBS3bIBaHHEM MOJeKyasl ATP kataauTuueckum
nerTpoM, Tuaposm3 ATP u nuccormanust IpoayKTOB peak-
VX COTIPOBOXIAOTCS epepacipeesIeHIeM IeKTPHIECKAX
3apsigoB B MoJjiekyje Oeika. B 3Toif cBsI3U NpencTaBIISIOT
onpenesIéHHbIH MHTEpPeC OLUEHKM BKJIada 3JEKTPOCTATH-
YeCKMX B3aUMOJIEHCTBUN B SHEPTreTUKY PEAKIUH THIPOIH3A
ATP [111-114]. Oxun u3 HamboJiee MPOCTHIX CHOCOOOB
pacuéra 3HEPTHH 3JEKTPOCTATHYECKUX B3aMMOICHCTBHI
3apsbkeHHbIX rpynn Fj-AT®a3sl u BceX peareHToB, CBs3aH-
HBIX ¢ (pepMeHTOM, ObLT OTIMCaH B HaIMX paboTax [127, 128].
Jl1st OLIEHKHM 3HEPTruM 3JIEKTPOCTATHUYECKUX B3aMMOJIEH-
cTtBuil E. OBUIO HCIOJIB30BAHO NPUOIMKEHUE TOYESUHBIX
3apsA0B, PACIIOJIOKEHHBIX B TEOMETPUYECKUX IEHTPAX COOT-
BETCTBYIOIIAX aTOMOB. DHepruto FE, (GepMeHT-cydcTpaT-
HOT'O KOMILJIEKCA OTIPEIeIISITN O (hopMyJie

0i0; Qiqi
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Cocrosiaue hepMeHT-CyOCTPATHOTO KOMILIEKCa

Puc. 17. (a) Tpu Bo3MOXHBIX KOH(pOpMauu CyObeJUHAIBI 3, COOTBET-
CTBYIOIIIE KATAJIUTHYECKHM LEHTPaM Prp, Ppp B Pg. (0) Amarpamma
W3MEHEHUI 3JIEKTPOCTATHYECKO# cocTaBisiromeit sHeprun (Ee) st
Pa3JIMYHBIX COCTOSHUM KaTaIUTHIECKUX eHTpoB F-AT®a3er [127].

rae Q; — 3JEKTPUYECKUU 3apsi i-TO aToMa MOJIEKYJ
cybcTpaTa WM MPOJYKTa, PACIOJIOKEHHOTO B KaTaJHTHIC-
CKOM HEHTPE; ¢ — 3apsl k-ro aToMa MOJIEKYJIbl Oenka; N —
YHCIIO 3aPSDKEHHBIX aTOMOB MOJIEKYJIBI Oenka; M — 4ucio
3apsDKEHHBIX aTOMOB cy6cTpaTos (ATP4~, ADP*~, HPO; ™ u
Mg?*), R, (i =1, M)ur; (k=1,...,N)—KOOpIUHATEI
ATOMOB MOJIEKYJI cyOcTpaTa U (pepMeHTa COOTBETCTBEHHO;
geff — O GdEeKTUBHAS OUIJIEKTPHUYECKAs] MPOHULAEMOCTD,
KOTOpas sIBJISIETCS MapaMeTPOM MOIEIH.

B pabote [127] yuuThIBaIUCh 3apsiibl AMUHOKUCIOTHBIX
OCTAaTKOB JIM3MHA, aprHHAHA, acmaprara, [JIoTaMata |
ructuauHa. Ilpenmosnaranock, 9To IS aMHHOKHCIOTHBIX
OCTaTKOB JIM3MHA TOYEYHBIH 3apsa grys = +1 cocpenoToyeH
Ha aTOMe a30Ta aMHUHOIpynIbl. JJIsi apruHIHA paccMaTpu-
BAJICh TOYETHBIE 3aPANbI ¢ary = 10,5, JIOKaTM30BAHHBIE HA
JIByX KOHIIEBBIX aTOMaX a30Ta. B ciryyae rucTuAMHOB 3apsiabl
quis = +0,5 OBUTH MPUIUCAHBI IBYM aTOMaM a30Ta UMH/A-
30JIBHOTO KOJIBIA. J{J151 KapOOKCHIIBHBIX TPYIII IJIFOTaMaTa |
acrmaprata OJUHAKOBBIE MNapuualbHble 3apsiabl g = —0,5
ObLIM pacnpenesieHbl MeXAY IByMs aTOMaMU KUCIOPOa.

IIpeanonaraercs, 4To M3MEHEHUsT KOHPOpPMAIMU BCeX
cyObequHAT (hepMEHTa, CONMPOBOXIAIOIINECS BpAICHUEM
CyOBeTMHAIIBI Y, IPOMCXOASIT COTIaCOBaHHO. B KaxxnoMm u3
COCTOSIHUHM (hepMEeHT-CyOCTPATHOTO KOMIUIEKCa, IIpescTa-
BJICHHBIX Ha pHUC. 17a, ONMH KaTaJIUTHYECKUN HEHTP BCeraa
HaxoguTcsi B KoHpopmamuu PBrp, APYrod LEHTp — B
KoH(bopManuu Bpp, & TPETHI IEHTP — B KOHGpopManmu B.
Bynem cumtaTth IS ONpeAENEHHOCTH, YTO B HAYAIHLHOM
COCTOSIHUH, B 3aKPBITOM KaTaJIMTHYECKOM IIEHTPE, UMEIO-
meM Koupopmarmio Prp, comepxkurcs ATP (cocrosiHue
Brp(T)). Cocrosiame Prp(T) xapakTepusyercss BBICOKHM
cpoactsoM Kk ATP. Bropoii uenrtp, umeromuii "3akpeiryro”
koH(popMarmio PBpp, coaepxkut ADP (cocrosinue Bpp(D)).
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Tperuii KaTaJTUTUUECKUN EHTP CBOOOJIEH, OH HAXOIUTCS B
"oTkphITOI" KOHGOPMAaTHH (cocTostHUE P (—)).

PaccMOTpuM, KakK HM3MEHSCTCS 3JICKTPOCTATHYCCKASI
9Heprus Oesika B XO/e KATAIUTHYECKOrO IUKJIA TUAPOJIH3A
ATP B citydae TpéXmeHTpOBOT O clieHapusi paboThl hepmeHTa
(puc. 176). IlepBas cramus nmkia — mnocaaka ATP B
CBOOO/IHBIN KaTaIUTHYeCKU HeHTD Pg(—). DTa cTagus, Kak
W3BECTHO U3 OMOXUMMYECKHMX MAHHBIX (CM. pasmen 3.2.2),
COMPOBOXK/IACTCS MMOHMWKEHUEM CBOOOTHON 3HEPIUU, C YeM
COTJIACYIOTCSL PE3YJIbTAThl HAIIMX PACYETOB BEIUUUHBI F).
Pacuérel nokazanu, uto cBsspiBanue ATP ¢ depmenrtom,
Haxomsiuumest B coctostHUM Prp(T) Bpp(D) Be(—), compo-
BOXKIACTCS 3aMETHBIM CHIDKCHHEM 3JIEKTPOCTATHUYECKOM
sueprun cuctemsl (epexo Brp(T) Bpp(D) Be(—) + ATP —
— B1p(T) Bpp(D) Bg(T)). Kak 6bU10 cka3aHO BhIIIE, 3HEpPre-
THYECKH BHIrojHOE cBsi3biBanne ATP unmynupyer KoH(pOp-
MalMOHHBIC NEPEeCTPOIKH (epMEeHTa, CBsI3aHHbIC C H3MEHEe-
HUEM YIJIa HAKJIOHA [BYX KPYIHBIX JOMEHOB CYObeIUHUIIBI
B, coemuuénnpix "mapaupom" (cM. puc. 7), KOTOpLIE, B CBOIO
o4epe/ib, COIPSIKEHBI C IOBOPOTOM CYOBEMHUIIBI .

B pabote [127] ObUIM paccCMOTpPEHBI HECKOJIBKO BapHaH-
TOB Pa3BUTHS COOBITHH, WHUIUMPOBAHHBIX CBS3bIBAHHEM
ATP cBoGoaubiM 1eHTpoM Pg(—). Pazmuums kacarorcsi B
OCHOBHOM TOTO, Kakas CTaausl KaTaJIUTHYECKOrO IMKJIA
HEMOCPEACTBEHHO clieAyeT 3a cBsi3biBaHMeM ATP — Bpa-
meHne CcyowemuHunbl y win ruaposm3 ATP B mentpe
Brp(T). CoriacHo 0JHOMY M3 CLEHAPHEB, 4aCTb SHEPIUH,
ocBobOoOXxaaroleiicss mocye cBs3piBanus ATP  (mepexon
Brp(T) Bpp(D) Be(—) + ATP — Brp(T) Bpp(D) Be(T)), uc-
MOJIb3YETCs JUIsl BPAICHUS CyOBhEAMHNUIBI Y BHYTPU TeKCa-
Mepa o3f;. Cormacuo [31, 32], m3rubanne cyObeAWHHUIEI 3
MOXET CO37aBaTh YAap, HIPUBOSIIMA K BPAIICHUIO CYOb-
equuunel Y (puc. 176, mepexon "cocrosHue 2 — cocTos-
aue 3") 1 K COOTBETCTBYIOIMM M3MEHEHUSIM KOH(POPMAIMK
octalbHbiX cyObeaunun, ATdazHoro kommiekca. Hermo-
CPEICTBEHHOE B3aMMOJICUCTBHE MEXAY CyObeauHUIaMu [3
U Y, OTBETCTBEHHOE 3a OJHEPreTUYECKOE COMNpPSDKEHHE B
F-AT®a3ze, npoucxoguT Ha KOHCEPBATUBHOM Y4YaCTKE
cyoremumnnel B (BP°DELSEED*®). Kax Bumso wu3
puc. 176, cTpykTypHbIid nepexon "cocTostHue 2 — COCTOS-
aue 3" conpoBOXIAETCS MOBBILIEHUEM JJIEKTPOCTATUYECKOM
COCTABJISIFOIIEH SHEPrUHM (PepPMEHT-CyOCTPATHOTO KOMILICK-
ca. MOXHO TIPe/IoIOKUTh, 9TO 00a mepexoaa — "cocros-
Hue 1 — cocrostare 2" (3HEProAOHOPHBIN Mpolecc) u
"cocrostame 2 — cocrosiaue 3" (9HEpProaknenTOpHBIA MPo-
[ecC) — MPOUCXOISAT KOOMEPATHBHO. DTO O3HAYAET, 4TO
SHEPTHsl, BBIIEIISIEMAst B XOJIE TIEPBOTO IIPOIIEcca, He PacCeu-
BAETCS MOJHOCTBIO B TEIUIO, a UCIOJIb3YeTCs JUIS peajn3a-
LU BTOPOTO mpoiiecca. biarogaps KOHCTPYKTUBHBIM 0OCO-
OCHHOCTSIM CHCTEMBbI O0ECIeunBaeTCsl KOOMEpalus CTPYK-
TYPHBIX TEPECTPOCK B PA3JIMYHBIX CYyOBEAMHUIAX OEJIKO-
BOTO KOMILIEKCA: CHJIa, CO3/aBaeMasl NpH U3rHOaHNH
cyovemuuuibt P (T), obecrneunBaeT MOBOPOT CYOBEAMHUIIBI
¥, KOTOPBIIi, B CBOIO OY€pPE/Ib, BBI3BIBAECT U3MEHECHUS COCTOS-
HUM JPYruX KaTaJMTHYECKUX LEHTPOB. TakuM 006pazom,
noce csizbiBanuss ATP cBOOOIHBIM KaTaIMTHYESCKUM IICHT-
pom Bgp(—) u3MensiroTcst KoHpoOpmaImu Bcex TPEX Kata-
mutnueckux  1eHTpoB  (nmepexon  Prp(T) Bpp(D) Be(T) —
— Bpp(T) B(D) Brp(T)).

Ha cnenyromem sTane KaTaJIUTHYECKOTO MK MTPOKC-
xomut rugponus ATP: mepexox Ppp(T) Be(D) Brp(T) —
— Bpp(D,P) Be(D) Brp(T) (mepexom "cocrosiHue
— cocrosane 4"). Peakuus rugpoimsa ATP Bxiarouaer
cTauio 00pa30BaHMs HHTEPMeIATa — MEHTA3PUYECKOTO

3=

KOMILJIEKCa, BOSHUKAIOIIETO B pe3yJibTaTe HYKJICO(DIIbHOM
ataku Tpetbero pocdarta ATP (y-pocdat) mostekyoit Boabl,
PAaCHOJIOKEHHON BHYTPU KATAJIUTHIECKOTO IIEHTPA B HETIOC-
penctBenHol 6mm3octu oT ATP (cM. puc. 6). CuuraeTcst, 4To
AKTHBAIMSI MOJIEKYJIBI BOJIbI, YYAaCTBYIOIIEW B pEaKIUU
ruapommza ATP, ocymectsisieTcst 6yn3exalleil enpoTo-
HUPOBaHHOU KapOokcuiibHOU rpynmnoit Glul88 [55]. Pa3pris
cBs3u Mexy ADP u y-pochatom conpoBoxkaaeTcs aucco-
Ualnyeil mpoToHa:

ADP—PO;” + HOH — ADP + HPO; + H".

Brimn paccMOTpeHBI ABE BO3MOJXXHOCTH, Kacarollmecs
CYJIBOBI TUCCONMUPOBAHHOTO MPOTOHA: &) MEPEHOC MPOTOHA
Ha kapOokcmibHyro rpymmy Glul88 (puc. 176, nepexon Ha
SHEPTEeTUUECKUIN YPOBEHD 4a) C OCIeIyIOIIeH qucconuaueit
nporoHa B o0béMHYIO (azy pactBopa; 0) aucconuanus
MpOTOHA B pacTBop M 3ateM ruaposu3 ATP (puc. 176,
MEepexo/i Ha JHepreTUYeckuit yposeHb 4b). Kakx BuaHO u3
puc. 170, pasyimume Mexay ypoBHsMU dHepruum 4a u 4b
HEBEJIUKO 10 CPABHEHHIO C BBIMTPBIIIEM SHEPTHH, TOJTyYar0-
Mcest ipu cBsi3biBanuu ATP.

Kax 6bU10 cka3aHO BBIIIE, PEAKIUS THIPOJIU3a/CUHTE3A
ATP, mnportekaromasi B KaTaJMUTHYeCKOM IIleHTpe Fj-
AT®daszsl, sBisieTcsi 0OpaTUMOil U ©UMEET KOHCTAHTY paBHO-
Becusl, Om3Kkyro kK equHuIe [36]. DTo 03HAYaeT, YTO CTaH-
mapTHast cBobomHast sHeprus mis peaknuu ATP + H,O=2
2ADP + P;, nporekaroieil B akTUBHOM LEHTpe GepMeHTa,
OJM3Ka K HYJIFO. DTO TOJIOKEeHHE ocniapuBaetcst BebepoM u
CenbepoM (cM. 0030psI [91—93]), KOTOpBIE CUUTAIOT, YTO
cootnomenue Mexay ATP u ADP B "3akpeirom" kaTaautu-
YEeCKOM IEHTPE I0JDKHO 3aBUCETh OT HAMPABJICHUS MTPOIIECCa.
B ycnoBusx cunte3a ATP paBHOBecHe CIBUHYTO B CTOPOHY
obpazoBanuss ATP, B ycinoBusx rugpomza ATP — B
cropony obOpazoBanuss ADP u P;. Hamm pacuérer moxa-
3amu, 9ro ruaposmu3 ATP, nporekarommii B "3akpeirom”
KaTaJIMTHYECKOM TIEHTpe P, COMPOBOXKAAETCS HEKOTOPHIM
MOBBIIICHAEM 3JICKTPOCTATUYECKOW YacTH JHEpruum ¢ep-
MEHT-CyOCTPATHOr0 KOMILJIEKca. 3aMETUM, 4TO MOBBIILICHUE
sHepru, cpszanHoe ¢ ruaposu3oM ATP (AEstp_ appp,),
CYIIECTBEHHO MEHbIIIE, YeM BBIUTPLIII SHEPTUU NPHU CBSI3bI-
Bannu ATP. OtmMeTM, 4TO NP IPYTUX CIEHAPUSIX PA3BH-
TUS COOBITH, WHUNWUPOBAHHBIX cBsi3biBaHmeM ATP, a
TaKXe MPU PACCMOTPEHHUHU HJICKTPOCTATUYECKUX B3aUMOIeii-
CTBUH C y4yéTOM BKJIAJa MOJIEKYJ BOJABI, HAXOISILUXCS
BHYTPU O€JIKOBOH TJIOOYJBI, TMOJIY4asloch, YTO THIPOJIU3
ATP B KaTaJUTHYECKOM IEHTPE MOXKET MPOUCXOJIUTH
sHepreTudeckn "GecruiatHo" (cM. moapoGHOCTH B pabote
[127, 128)).

Baxublif BBIBOJ, KOTOpBIN CIEAYET U3 aHAJIM3a JHEpre-
THYECKOW TUarpaMMBbl, IIOKa3aHHOU Ha puc. 1706, cocTouT B
ToM, 4yTOo Tnpu cuHTe3e ATP B KaTaJMTUYECKOM IIEHTpE
Bpp(T) (peakumst ADP + P; — ATP + H,O) anextpocta-
THYECKasl COCTABJISAIONIAS SHEPTHU (PepMEHT-CyOCTPaTHOTO
KOMILJIEKCA He YBEJIMYMBACTCS, & YMEHBIIAETCS. DTO COrJIa-
CyeTCsl C U3BECTHBIMH NPEACTABICHUSIMU O TOM, YTO CUHTE3
ATP BHYTpH KaTaJIUTUYECKOTO HEHTPA MPOUCXOIUT FHEpre-
tudecku "GecrutatHo" [36].

JanpHeWuii X0 COOBITHIH, TPOMCXOISINUX IOCIIEe
ruapoiu3a ATP, BkirouaeT B ceOsl CTAIUM IMCCOIUAIIMU
npoayktoB peakuuu (P; u ADP). Pacuérbl, BbIIOTHEHHBIE B
paMKax 3JieKTpocTaTuueckoit Mmojenu [127, 128], mokazanu,
uyro mucconmanus ¢docdara P; (mepexox "cocrosmme 4 —
— cocTosHue 5") CONPOBOXKIAETCS CHUXEHUEM JHEPIHU
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3JIEKTPOCTATUYECKUX B3aUMOJCUCTBUNA B  (epMeHT-cyO-
cTpaTHOM KoMmiuiekce (puc. 170), uTo coryiacyercs ¢ OMoxu-
MUYECKUMH JAHHBIMU O HU3KOM cpoicTBe P; x F-ATdaze
[36, 64—-68,91-93].

C npyroit croponsl, auccouuauus ADP (nepexon "co-
CcTOsiHME 5 — cocTosiHue 6") COMPOBOXIAETCS 3aMETHBIM
MOBBIIIEHUEM 3JIEKTPOCTATUYECKON COCTABJISIOLIEH 3SHEP-
rur (HEPMEHTHOTO KOMILIEKCA, YTO JOJDKHO IPEMSITCTBO-
BaTh auccormanuu ADP. CrenyeT, 0JIHaAKO, UMETh B BUAY,
4To Tpu u30bITkKe ATP B pacTBOpE, OKpyXKaromeM GpepMeHT,
poct sHepruu npu auccormanuu ADP Oyaet ckoMmeHcupo-
BaH 9HEPTeTUUECKH BBIT'OIHBIM MpoueccoM cBs3piBanust ATP
C OCBOOOJMBIIMMCSI KATAJIMTHUYECKMM IIEHTPOM (TIepexon
"cocrosiame 6 — cocrostaue 7"). Takum 06pa3zom, B pe3yJib-
TaTe MOJHOro KaTtajmuTmdeckoro mukia ATddaswl, compo-
BOXJaronierocst €€ CTPYKTYPHBIMH TEPECTpPOUKAMU U
HAINpaBJICHHBIM IOBOPOTOM cyObeauHunbl Y Ha 120°, B
BOJHOM PacTBOpPE, OKPYXKAroIeM (pepMeHT, CTAHET Ha OJHY
monekyiny ATP wmesbllle, a BMecTO Heé B pacTBope
nosiBJIsiFoTCsE MoJiekyJsibl ADP u P;. B BomHo# cpene ruapo-
3 ATP xapaktepusyercss MOHMKEHUEM CBOOOIHON dHEP-
UM, MOITOMY IIOCTe KaXJoro mnoBopoTa portopa Fi-
AT®a3bl 3Heprust Bceil cucreMsl (PepMeHT, CyOCTpaThl U
MPOAYKTHI PEaKIiH, PACTBOPEHHBIE B cpelie) OyAeT yMEeHb-
IAThCS.

IMpuBeAEHHBIN BBIIIE IPUMEP MOKA3bIBAET, UTO OINECHKU
A3MEHEHWI 3JIEKTPOCTATHYECKOW COCTABJISIIOIICH JHEPTHU
(bepMeHT-CyOCTPAaTHOTO KOMILJIEKCA, BBITIOJIHEHHBIE B PaM-
KaX CpaBHUTEJIBHO MPOCTONH MOJIENH, XOPOILO COTIJIACYHOTCS
C M3BECTHBIMHU 3KCIEPUMEHTATHLHBIMH JTAHHBIMHA O B3aMMO-
JIecTBUYU CyOCTPATOB M MPOAYKTOB peakimu ¢ Fi-AT®a3zoi.
K coxaneHuto, TaHHbIE PEHTICHOCTPYKTYPHOTO aHaM3a O
crpykrype F-AT®da3bl He colepkaT TOCTOBEPHBIX CBEJE-
HUl 0 KoH(popManusax (pepMeHT-CyOCTpaTHOTO KOMILIEKCA
Ha MPOMEXYTOUYHBIX CTAAMSIX KaTAJIATHIECKOro uKIa. Tem
He MeHee ommcaHue Katajmurmiyeckoro mukia Fij-AT®dazsr
JlaXke B paMKax MOJEIH, PACCMOTPEHHO BBIIIIE, 0Ka3aJ10Ch
noJie3HbIM ISl aHanm3a pabotel Fi-ATda3el. B nanbHeii-
IIEM MOXHO PaclIMpUTb 3Ty MOAENb, IOHNOJHUTEIBHO
BKJIIOYMB B HeE NPOMEXKYTOUHBIE COCTOSIHUSI (HEPMEHT-
cybcTtpatHoro xkomiuiekca. MHpopmamust 06 3TUX COCTOSI-
HUSX MOXET OBITh MOJIy4YeHa MyTEM pacy€TOB C MCIOJIb30-
BaHAEM COBPEMEHHBIX BBIYMCIUTENILHBIX METOJOB, TAKHX
Kak METOIbl MOJIEKYJISIPHOM AMHAMHMKM M KBAaHTOBOM
XUMHUU. Pe3ynbTaThl BHIYUCICHUH, BBIOJHEHHBIX C UCIOJIb-
30BaHUeM 3TuUX MetomoB [111-114], moaTBepkxaaroT, 4YTO
BKJIAJT DJIEKTPOCTATHYECKUX B3aMMOJIEHCTBHIA B SHEPTETHKY
KaTaJIMTHYeCKOTo IuKiIa ruapoimn3a ATP sBisiercs cyiect-
BEHHBIM.

5.3. Croxacruko-quHamuieckas Moaeiab Fi-AT®da3el

5.3.1. MoaempoBanue ruapoanda ATP wu3zoampoBannoii
Fi-AT®a3oii. B HacTosmmem pasniesnie paccMOTpeHa MaTema-
THYECKasi MOJIEJIb, B KOTOPOU TUHAMUYECKHEC YPABHEHUS JJIS
omucanusi BpameHuss poropa F;-ATda3pl omuchBaroTCs
(beHOMEHOJIOTHYEeCKMMH OJHOMEPHBIMU HOTEHIMAIAMHI
[129, 130]. DT noTEHIMATBI OTPAXKAIOT KOH(POPMAIMOHHBIE
U3MeHeHNs cyObeIuHUIL 3, IPONCXOISIINE BO BpeMs KaTa-
yutraeckoro mukia ruaponn3a ATP. Potopy, nmosioxeHue
KOTOPOTO XapaKTepus3yeTcss KOoOpauHaTou O, cTaBUTCS B
COOTBETCTBHE MaTepHabHAs TOYKA, JABIOKYIIASICS B JaH-
HOM MOTEHNHaJe. DTH e MOTEHIIMAIbLI MOXHO HCIOJIb30-
BaTh JIJIsI OTIUCAHUs paboThl MOTOpA B pexume cuate3a ATP,
KOT'Ia POTOP BpAIaeTCs B TPOTHBOIIOIOKHOM HAIIPABJICHUN

ATP

Owueprus, kg T

1 1
240 360
Vrou Bpatuenus poropa 0, rpaj

Puc. 18. TIpoduin MOIEIbHBIX MOTEHIMATIOB IS KaTaJIATUYCCKUX
nentpoB Fi-AT®da3el, conepxammx ATP, ADP unu ADP + P;, B 3aBu-
CHMOCTH OT yIJ1a moBopoTa potopa 0. MoaenbHbie ¢pyukumu R(0) u S(0)
XapaKTepU3YIOT OCOOCHHOCTH MPOTEKAHUs PEeaKIUil CHHTE3a/THIPOIN3a
ATP B KaTaJIMTHYECKHUX IEHTPAX M CTEPUYECKHE OTPAHHYCHUS, OIpesie-
JISOIIME JTOCTYI PEAreHTOB K KaTAJIUTUYECKUM IIEHTPAaM, COOTBETCTBEH-
Ho (1o JaHHbIM padort [129, 130]).

MOJT ACCTBUEM BHEIIIHEH CHJIBbI, CO3/1aBaeMOl MeMOpaHHBIM
koMiIuiekcoM F.

dopma MojesnpHOro mnoTeHnuana V(f) mokasana Ha
puc. 18. IToTteHnuan ckiabIBaeTcs aJJUTUBHO U3 HECKOJIb-
kux ynkumit. @ysxmust Vatp(0 — 0;) — noTeHnmai, xapak-
TEPHU3YIOIINI CBsI3bIBaHKE MOJIeKyJIbl ATP kataiuTudeckum
neHTpoM, 6 — yros moBopoTa potopa, #; =90°, 210° u
330° — 3HA4YCHUS] KOOPJIMHATHI £, COOTBETCTBYIOIIHME TPEM
KBa3WPABHOBECHBIM IMOJIOXKEHUSIM poTopa. Bua dyHxmmm
Vate(0 — 0;) orpaxaer ToT dakr, uro cBs3piBanne ATP —
SHEPreTUYECKH BBITOJHBIA mpolecc; B oTcyTcTBre ATP
MOTEHIMAJ ISl IBUXKEHUS pOTOpa HE 3aBUCHT OT yria 0.
IMotenuunan Vappp, (0 — 0;) COOTBETCTBYET HAJIMYUIO B AK-
THUBHOM IIeHTpe npoaykToB peakiuu ADP u P;. Bauskoe
pAaCHOJIOKEHHNE IBYX OTPHUIATEIHLHO 3aPSHKEHHBIX MOJIEKYJT
9HEPreTUYECKH HEBBITOJHO U JIOJDKHO MPHUBECTH K TAKOMY
U3MEHEHUIO KOH(DOpMANUU KaTaTUTHYECKON CYyObeIUHUITBI,
KOTOpoe Obl MO3BOJIUJIO OAHOMY U3 HPOIYKTOB PEAKIMU
BBIATHU U3 akTUBHOTO HeHTpa. [Tocne aucconmanyu P; ¢pyHk-
st Vappip,(0—0;) nepexomutr B GyHkumio Vapp(0 — 6;).
TopusoHTanbHblii yuactok ¢yHkuun Vapp(0 — 0;) coor-
BETCTBYET KOH(pOpMAIMH KATAJIUTHYECKON CyOBheTMHUIIBI
Bop(D).

3HaveHus IJIyOUH NMOTEHLIUAIOB ONpPEIeSICHbl U3 OLEHOK
SHEPIUU JJIEKTPOCTATHYECKOTO B3aUMOJCUCTBUS 3apsSDKEH-
HBIX Tpynn MoJjekyjel F-AT®a3bl u Bcex peareHTOB,
HAaXOJISAIIMXCS] B aKTUBHBIX MEHTPax (pepMeHTa (CM. mpeJibl-
nynit pasgen). [mybwna notenmuana Varp paBHa 15kgT.
BoicoTa motennmana Vappip, paBHa 10kg7. I'mybuna mo-
TEHIUAJILHOU sIMbl VApp nipuHSITA paBHOU 5 kgT. Cymmap-
HOE W3MEHEHHe JHEPIWU 32 OJHWH KATAJUTHYECKUH IHMKII
ruapom3a ATP paBao 20 kg7, 4TO COOTBETCTBYET U3MEHE-
HUIO CBOOOJIHON 3HEPTUH MPU TUAPOJIU3E OJTHON MOJICKYJIbI
ATP mnpu ¢usunosioruueckux ycimoBusx [49]. DyHxnus
"peakionnoi criocobunoctu" R(0—0;) oTpaxaer TOT (akr,
4TO peakiuu cuaTe3a/ruapoan3a ATP mpoucxoasT TOJIBKO B
3aKpBITOM KaTanuTuieckoMm wnentpe. Pyukius S(0 — 0,)
(heHOMEHOJIOTMYECKN OMKChIBACT CTEPHUYECKHE OTrpaHhye-
HUS, MPENSITCTBYIONINE JOCTYMY PEAreHTOB K 3aKPBITOMY
pPEaKIMOHHOMY LIEHTPY.

Hns ogHO3HAyHOTO ompeneseHus: (GOpMBbI MOTEHIHUATA
HEOOXOIMMO YUeCTh 3aIOJIHEHHE KATAJIUTUYECKUX HEHTPOB
cyoctpatamMu W mpoayktamu peaknuu. C y4€ToOM 3TOTO
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MOTEHIMAT OYeT UMETD CJICAYIOIIHIA BU/I: [ATP] a
_ _ 0,8 MM
V(0 —0;) = Yate Vare(0 — 0;) + Y appsp, Vappip (0 — 0;) +
- s 121 0,4 MM
+ YADP VADP(H -0, (15) a ATP-naysst
S 10}
rae GyHKIUUA YATp, YADP U YADP P, OTIPEMETISIOT HATHYME 5 ADP-aysst 0.2 MM
WM OTCYTCTBHE TOTO WJIM MHOTO CyOCTpaTa B KaTaJMTHYe- g 8 I 0,1 MM
ckoM meHTpe (cM. moapoOHee [130]). PesymbpTupyrommuit ‘é 0.05 1M
MOTeHIUAT V CKJIABIBACTCS alTUTUBHO M3 IOTEHIIMAJIOB g or ’
- . Qo
JIsL KX JIOM U3 TPEX KATAJIUTUUECKUX CYyObeTUHHUIIL: =
A A P YOBCMHILL = 4L 0,025 MM
e}
Vs(0) =V (0—06))+ V(0 —06,)+ V(0 —063). (16) §
52 r0,0125 MM
VpaBHeHre, OMUCHIBAIOIIEE BpAIlEHHE POTOpa B IOJIE ! ! ! ! !
noreHnuaia Vs, IMeeT BUJL 0 0.1 0,2 0,3 0.4 0,5
Bpewms, ¢
d0 . do  ov(0)
J—+Eé+—=——2+fit 17 6
RTEIT REAUE (17 6k o, 00!
To o
rae J — MOMEHT WHepIMH poTopa,  — yroy BpaleHus g 0L 0
portopa; & — koadduimenT TpeHus, fi(7) — Bpalnaroumii QE o 2
MOMEHT, OOYCJIOBJICHHBIH TEILUIOBBIMH (IYKTyalUsIMHU. g g o D‘:"I'
XapakTepHbIe YaCTOTHI BPAILCHUSI CyObEAMHHUIBI Y COCTAB- 2 a s 3
JITFOT AECSITKU Tepil. YUUTHIBAsl 3HAYUTEIBHYIO BSI3KOCTh g g a 444
+ , , o & 4 - A m ENEEE ® mm 4
cpepl, B KOTOPOi BpallaeTcs HATPYKEHHBI POTOP S R
~ 10-3 -2 ~ 10-21 5
m~10° Hem~ u £~ 10 H ™M c), a Takxxe Maioctb 8
MOMEHTA WHEPIUH POTOpa C HATPY3KO#, BKJIAIOM HHEP- o4 a8 % 0w
monHoro wiena Jd’0/dr? B ypaBuennn (17) MOXHO TIpe- 1073 1072 10! 10° 10!

HeOpeub. YpaBHEHHE HEOOXOIMMO JIOMOJIHHTh CHCTEMOMU
KAHETHYECKNX YPAaBHEHUH, OMHCBHIBAIOLINX CTOXAaCTUYECKHE
MPOIECChl MOCAIKU CyOCTpaTOB, UX HpeoOpa3oBaHUE B
KaTaJUTHYECKUX NEHTPAX U BBIXOJI MPOJAYKTOB (CM. IOJIPOO-
Hee [130]).

Ha pucynxe 19a npuBeaeHs! npuMepsl pacu€ToB, OMHUCHI-
BAIOIINX HAIIPABJICHHBIE BPAIIEHUS] MOTOPA MIPH PA3IAIHBIX
koHneHTpanmusx ATP. B 3aBucuMocTH OT KOHIEHTpAIAU
ATP MOXHO pa3jM4UTh JABA KpallHUX PEeKUMa BPAIICHUS
portopa: a) npeobyagaHue nay3, CBS3AHHBIX C OXUIAAHUEM
nocagku ATP (npu Huzkux xoHueHTpanusx ATP); 6) mpe-
obnamaHue may3, CBS3aHHBIX C OXHaaHueM Bbixoga ADP
(Boicokue koHneHTpanuu ATP). I1pu npoMekyTOYHBIX KOH-
nearpamusax ATP mutenbHOCTH 00eHMX TNay3 NPUMEPHO
OJIMHAKOBA.

Ha pucynke 196 mnoka3aHo, Kak CpeaHssl CKOPOCTb
BpALLEHUs] POTOPA MEXaHO-XUMHYECKOTo MoTopa Fi 3aBu-
cuT oT koHueHTpanud ATP npu pa3HbIX BHELIHUX HArpy3-
Kax Ha poTop. BuaHo, 4TO C yBenmueHHEM KOHIEHTpPAINA
ATP ckopocTh HampaBJIEHHOTO BpallleHWs] poTopa BoO3pa-
CTaeT, IOCTUrasi MaKCUMAaJIbHO BO3MOXKHOTO 3HAYCHUS TIPU
[ATP] > 1—-2 MM. IpenesbHas cpeansisi CKOPOCTh Bpallle-
HUS pOTOpa 3aMETHO NAJIAeT C yBeJIMYCHUEM KO3 puimeHTa
Tpenus ¢, Ha pucynxke 20 IOKa3aHbI 3aBUCHMOCTH > Cpe/Heit
CKOPOCTH HAIPABJICHHOTO BpalieHust Motopa F; oT miuHb
¢unamMenTa (HUTHL aKTHWHA), MPHUKPEIUIEHHOIO K POTOPY,
paccyMTaHHble JIsl pas3jM4HbIX KoHneHTpaumuit ATP. C
YBEJIMYECHUEM JUIMHBI QHIIAMEHTAa CpeliHsIsl CKOPOCTh Bpalle-
Hust potopa nagaet. [Ipusenénnsie Ha puc. 19 u 20 TeopeTu-
YeCKHe KPUBBIE XOPOIIO COTJIACYIOTCS KOJIMYECTBEHHO C
W3BECTHBIMHU JKCIEPUMEHTAJIbHBIMUA JaHHbIMH [80], 4TO
CBU/JIETEILCTBYET 00 aIeKBATHOCTH MO/JIEIIH.

S Tpusenéunbie Ha puc. 19 u 20 pe3yIbTaThl ObLIM MOJIYYEHBI COBMECTHO C
A.®. ITorpebHoii (cM. moapobuee [129 — 132]).

Kounenrpanus ATP, MM

Puc. 19. (a) Pe3ynbTaThl MOIeMpoBanus BpaiieHuii poropa Fi-ATda3zbt
npu  pasiauuHblx  KoHueHTpamusx ATP. Kosdpdunuent Tpenus
¢=3x10"2" [H ™M c]. (6) 3aBHCHMOCTH cpefHeil CKOPOCTH BpAIIEHMS
potopa F;-AT®a3sr ot konnenTpanuu ATP npu pa3iamyHbIX Harpy3kax
pOTOpa, KOTOPBIM COOTBETCTBYIOT 3HAUeHUs KOd(HIueHTa BSI3KOrO
Tpernsa & 1 — 03 x 1072 [Hmcl; 2 — 0,5x1072' [H M c]; 3 —
102" [H™mc]; 4—2x 1072 [Hmc].

[ATP]
& 2,0 MM
lﬁ ol Ve, 0,8 MM
% = :A - 0,1 MM
=t r AA [ ]
g2 r “ .
; SERARAAL/ v :
2100k Yoy e
S O %46 005wM n
% i * * v
& T 00ivM * .
10~ 3 | |
1 2 3

JnuHa GuraMeHTa, MKM

Puc. 20. 3aBucuMocTsb cpeiHeii ckopoct Bpatienus poropa Fi-ATdasst
ot koHueHTpauun ATP u nmusbl QuiameHTa L, NPUKPEIUIEHHOTO K
potopy (1o pe3yJbTaTaM pacuéToB, NpeacTaBieHHbIX B [131]). Koaddu-
LHUEHT BSI3KOTO TpeHHsl ¢ pacCUUTHIBAIU 10 (hopmyiie (4).

5.3.2. MoneanpoBanue cunte3a ATP m3ommpoBannoii Fi-
AT®a3oii 3a cuéTt aeiicTBus BHemHell cnibl. B aTom paspere
KPaTKO CYMMHUPOBAHBI PE3yJbTAThl MOJEIUPOBAHUS CHH-
te3a ATP uzonupoBannoii F-AT®a3oi, Habr01aBIIETOCS
B ONBITAaX IO BpAIleHHIO MarHUTHOHN "pyukn", npukpemniéu-
HOW k cyObenunute y [95] . Bpalenne cyObeIMHHAIIBI Y IO
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JIeiCTBUEM BHEIIIHEH CUJIbI BBI3BIBAET MEPUOAUIECKIE U3MeE-
HEHHSI COCTOSIHAN KaTAaJTMTHYECKUX IEHTPOB, CO3/1aBasl yCIIO-
BUS JIs1 cCMHTe3a wiu ruaposm3a ATP, B 3aBucuMoct oT
HaIpaBJIeHUusl BpallleHust poTopa. [Ipenmosaraercsi, 4To B
pEeXUMe CHHTE3a MPOUCXOIST BCE Te JKe KOH(POPMAIMOHHBIE
u3MeHeHus, uto u npu rugaposiuse ATP, Ho B oOpatHOM
nopsinke. [Tocanka ADP, Pj, cunte3 u nuccoumanuss ATP
paccMaTpuBarOTCs Kak clydailHbele coObiTus. Moaeib
no3BoJuia onucath cuHTe3 ATP 0e3 BBemeHHs TOMOTHH-
TEJIbHBIX MPEINOJIOKEHUI B CHCTEMY YPaBHEHUN U MOJIEITb-
HBIX TOTECHINAIOB, OTIUCAHHBIX BBIIIIE.

Pe3ynbTaThl "YHMCIIEHHBIX 9KCIIEPUMEHTOB" O NPUHYIH-
TeJHbHOMY BPAIEHHIO POTOPA NMPHU Pa3HBIX KOHIEHTPAIHIX
ADP moka3and, 4TO CKOPOCTh BPAIIIEHHSI POTOPA PACTET C
YBEJIMYCHUEM BPAIIATEIbHOTO MOMEHTA BHEIITHEHN CHITBI IPU
Bcex koHueHTpauusx ADP [131, 132]. [lunamuka BpaieHus
3aBUCUT OT MAapaMeTPOB MOJENU (BHEWIHSA CHUJA Feyy,
konnentpanuss ADP, koapdunuent tpenus &), koTopbie
OTpeAeIISIIOT XapaKTepHbIe BpeMeHa B cucteMe. [1pu Mabix
Fex¢ BpallleHuEe pOTOPA UMEET YETKO BHIPAKEHHBIH AT OBBIN
XapakTep ¢ may3amu, 00yCIOBIICHHBIMU OXHUIAHUEM ITOCA]I-
k1 ADP B kaTaMTHYECKHil IEHTP, C POCTOM KOHIIEHTPAIIUU
ADP npnurenbHOCTB may3 yMmeHblnaercs. [Ipu gocraTtovHo
BBICOKUX 3HAUEHUSIX Fexy MPOUCXOIST MOBOPOTHI HA 120° 6e3
cunte3a ATP, adpdpekTHBHOCTH pabOTHI (hepMeHTA MPU 3TOM
rnajaer.

5.4. "Tpurrepnas" moaeas Fi-AT®a3zb1

B HacrosiieM pasesie KpaTko onrcaHa (peHOMEHOJIOruyec-
Kasi MAaTEMAaTUYeCKasi MOJIE/b, OMMCHIBAOIIAS TPUITEPHBIA
pPEXUM JHEPro3aBUCHMBIX KOH)OPMAIIMOHHBIX MEPEXOI0B
cyorenuuupl B ("otkpeitas" konpopmarus — "3akpeitas"
koHpopmanus) [133, 134]. OcHOBHAaS 11eJIb 3TOM MpOCTEHIIIeH
MO/ — aHAJIN3 BIUSHUS yIpyrux aedopmarmii cyosemu-
HUIBl B npu paboTe PepMeHTa, O KOTOPBIX TOBOPUTCS B
pabotax Octepa c coaBTopamu [31, 70].

ITpu u36bITKE B cpene motekyn ATP F-AT®a3za pabo-
TaeT 6e3 "c6oeB", KOTOPbIE MOIJIU ObI BO3HUKATH BCJIEACTBHIE
1 y3MOHHBIX OrpaHUYCHUNA: ouepedHast Moiiekyna ATP
BXOAMT B OTKPBLITHEIA "KapmaH" KaTaJuTHYECKOro LEHTpa
cpasy ke mocje OCBOOOXKACHHS 3TOTO HEHTpa. B mpoTuBHOM
ciyvae, ecim KoHueHTpauus ATP B cpeme mana, HyXHO
VUUTBIBATH CIIydaliHble 3aJiepkKu MoMeHTOB Bxoga ATP B
"kapman" CcBOGOIHOrO KaTaJUTHYECKOTO IEHTpa. byaem
cUnTaTh, uTO KOHIeHTpanus ATP B cpene Benuka M npeHe-
OpexéM, B IEPBOM NMPUOIIMKEHUH, PIYKTYAIIMOHHBIM Xapak-
TEpOM TIMHAMUKY CyObeAUHMIT § 1 Y.

VIckOMBIME  TIEPEMEHHBIMH B TPHUITEPHOH MOJIENH
SIBJISTFOTCSL YTOJ f3; (YrOJl PacKpBITUS CyOBEOUHUIBI 3;, WIH
YroJl MEXAy ABYMsI KPYIHBIMH TOMEHaAMHU 3TO#l CyOBemu-
HUlbI (puc. 6a)) ¥ MOMeHT cui ynpyroctu 7; (i =1,2,3 —
HOMepa cyObenuam f). CucteMa ypaBHEHWIA 7151 K3MEHEHUS
yriaa f§; o n/6 mo 0, XapakTepu3yroIux 3akpbiTue "Kap-
MaHa'" KaTaJUTHYECKOTO IIEHTPA, UMEET BHI

dp; _
CE—M(/;/?)—T” (18)
SLYEY S (19)
M dr i i 0

rie M(f3;) — N-0Opa3HbIil MOMEHT CHJI, BOSHUKAIOIIMHI [TPU
CBS3BIBAaHUU MOJIeKyJbl ATP xatanutudeckum neHtpom f3;,
aMILIATY1a 3Toro MoMenTa A ~ 40 mH HM; T, — MOMEHT cut
YIPYTOCTH, BO3HUKAIOMIUX TIPH JehopManuu CyObeTMHHUIIBI

B;; 1~ 1—2 Mc — xapakTepHOe BpeMsl pa3pbiBa CBS3H MPH
rugposuse (ATP — ADP + P;) B KaTaJIUTHYECKOM LICHTPE;
k=4 oH sm~! — k03 PUIIEHT KECTKOCTH KOHCTPYKIIHIL
[ ~ 3 M — muieuo MoMenTa cu ynpyrocti; { ~ 1072 Hme
— KO3 QUIINESHT TpeHMUsI, BEIMYNHA KOTOPOTO ONPEIeIseTCS
CTOKCOBBIM TpeHHEM (UIaMEHTa WU OYCHHKU, IPUCOEIH-
HEHHBIX K POTOPY (€C/IU MOJAEIb CTPOUTCS ISl UMMOOUIIH-
3oBaHHOW F;-AT®a3wl, paboraromieii ¢ MeXaHUYECKOMH
Harpy3skoit). I1pu atom cumraercs, yto yuactok DELSEED
3aKPBIBAIOIICHCS] CYObeIMHUIIBI [} KOHTAKTUPYET C CYyObe M-
aureit y u "nposopaunsaer” porop. M3Menenue yria f Ha
7/6 COOTBETCTBYET MOBOPOTY POTOpA Ha yroi 21t/3. MomeH-
TOM MHEPIIMU U CTOKCOBBIM TPEHHEM caMuX cyObenuHun B u
Y B pPeXHUMeE 3aKPBITUSI MBI IPEHEOPETaeM BBUTY X MAJIOCTH.
IMapametp 79 ~ 20 mH BHM ompenensieTcss OCTaTOYHBIM
YIPYTUM HAMPSOKEHUEM CYObEIUHUIIBI 3.

3amacaHue 3HEPruy yupyroi neopmManuy npoucxoaur ¢
3aM03JaHIEM MO OTHOIIEHHIO K 9BOJIFOLIUH yria [, XapakTe-
PU3YIOUIETO HAKJIOH ABYX KPYHHBIX TOMEHOB CYObEIMHUIIBI
B, coenmMHEHHBIX mMapHUPOM (cM. puc. 7). JAmHAMEKA 3TOTO
MpoIecca BEIpaXaeTcs B IEPBOM IMPUOJINKEHIH YPaBHEHUEM
(19) nns mepemenHoi 7;. Ij1s IpOCTOTHI MPEANOIaraeTcs,
yto npu 0 < ff; < /6 "3axpeBarommit" Moment M(f;)
JIMHEHHO 3aBUCHUT OT MEPEMEHHBIX f§; U T;. YTOI f5; OTKpHI-
Baercsa oT 0 1o m/6 nox meiictBueM Momenta M (f;). Ilpu
3TOM

dp;
Car Mi(B;) = —aM(Bi_y) + i, (20)
rne M(f;_;) — MOMEHT, KOTODbIii CO3Aa€TCsl 3aKpPbIBAIO-

mieiics cyosequunneit B;_; (« < 1); ¢ <{, Tak Kax npu
packpeITHH (YBEIWYCHHWH) yTJIA f5; CONPOTHBIICHHE HJIH
KOA(PUIUECHT TPEHUS & OUCHb MaJIbl.

Kax Obu10 mokazano B pabortax [133, 134], ypaBHeHHS
(18)—(20) uMeroT mepuoIMYeCcKue peIeHusl, eCJid, KaK yxke
roBopuiioch, kounenrpanus ATP B cpene Bemmka. Hauanb-
HbIe YCJIOBHS Ha KQXOM IIIare ONpeesIstoTCsS TaK, YTOOBI
HayaJlbHOE OTKJIOHEHUE yrja f; IPEeBbIAJIO HEKOTOPOe
MaJjloe IOPOroBoe 3HauyeHHe. AHAJIU3 YUCJICHHBIX PELeHUi
MOKa3all, YTO BpeMsl M3MEHEHUs yria f5; Ha T/6 U COOTBET-
CTBEHHO BpeMsi ©3MEHEHHs yIJia HoBopoTa potopa  Ha 2n/3
nopsiaka (/A < p (3nece A — ammmtynaa Momenta M(f;)),
YTO COOTBETCTBYET IaHHBIM 3KcrmepumeHTa (puc. 20B).
ITostomy oOmiee Bpemsi 7 OBOpOTa pOTOpa Ha Yroia 2m
ONpeAesIsIeTCS] B OCHOBHOM BPEMEHEM pa3pblBa MaKpO3IPIU-
YECKOU CBSI3H:

T~3u+3 £ . (21)
A

VBenuueHue mepuona MPOUCXOAUT BMECTE C yBeJIH4e-
HUEM MOMEHTA CHJI OT BHEIIHEH HArpy3Kd, MPUIIOKEHHOTO
K poTopy. YcioxHenne Gynkunu M (ff;) m03BOJISIET MOJIEIH-
pOBATh ABYXIIATOBBIA PEXUM M3MEHEHUs yria ff B pexxume
runposmsa [133, 134].

B 3akiroueHre JAaHHOTO pasjesia OTMETHM, YTO TEOPHUIO
FoF|-AT®-cunTa3bl Helb3sl cUUTaTh 3aBeplI¢HHOM. [lepe-
YUCJIAM JIMIIb HEKOTOPbIE HEPEUIEHHBIE 3aa4d, KOTOpPBIE
MOTJIH OBbI 3aMHTEPECOBATDH (PU3UKOB.

1. Kax MOXHO aJleKBATHO y4YeCTh B JTUHAMUKE MOJEKY-
JisipabIX MatuH Tuna FoF -AT®-cuaTa3s! yMbl pa3inuHoOn
opupoAbl? DTOT BONPOC OTHOCUTCS K aHAJIM3y BKJIaga
TEIUIOBBIX IIIYMOB, & TaK)Xe IPOOOBLIX IIIyMOB, O0YCIIOBJICH-
HBIX HEPABHOMEPHOCTBHIO JTU(PPY3NOHHO-KOHTPOJIUPYEMOU
"mocagku" ATP u ADP B KaTaluTH4eCKue LEHTPHI (ep-
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MEHTa, W ILIYMOB, ONpEAesISIoUXCsl pa3OdpocoM BpeMEH
pa3pbiBa MaKpO3pruueckoit cBsi3um mupu ruaposuze ATP
(anasor pJIMKKEp-IIIyMOB).

2. Kak paccuntats "ynpyrocts" 3jeMeHTOB MaKpOMOJIe-
KYJISIDHON KOHCTPYKIMHU TpH JAehopManusx pas3ImIHbIX
cyobeaunui (o, B u y)?

3. Kak MOXHO UCTIOJIb30BATh MPEACTABIICHUS, Pa3BUBaE-
MBIE B TEOPETHYECKUX pabOTax O ABIKEHUH OPOYHOBCKUX
YACTHI[ B CJIOXHBIX IMOTEHIUAJIBHBIX pesibedax, IHEPrus
KOTOPBIX TMOMOJHsIETCS U3BHE (CM., Hampumep, [135]), nms
pacuéra Bpamenus poropa FoF-AT®-cunrtasn?

B cBsI3M cO CKkazaHHBIM XOTEJIOCHh ObI KOCHYTBCS €Ilé
OIHOW mpoOJieMbl TeopeTuueckoir Omodusuku. B Poccum
AMEETCS] HECKOJIBKO HAYYHBIX IIMKOJ, KOTOpPble MHOTO JIET
YCHEITHO 3aHUMAFOTCS HCCIIEIOBAHAEM aBTOBOJIHOBBIX MPO-
neccoB B OuomembGpanax: B Hmwknem Hosropone [136], B
IMymwno [137, 138], 8 MI'Y um. M.B. Jlomonocosa [139].
DTOT CHUCOK MOXHO NMPOAOJKUTh. COCTOsSIHUE el B 3TOU
006JacTu 3a pyoeKoOM OCTATOYHO MOJHO TPEJICTABJICHO B
rnocjeaHeM u3ganud MoHorpaduu . Mroppest (epeBot
Ha PYCCKUil S3BIK IEPBOTO TOMA 3TOr0 (DYHIAMEHTAJIBLHOTO
Tpyaa Bbimen B 2009 r. [140]). Bce aBTOpBI Tak WM MHAYE
UCTIOJIb3YIOT HEJIMHEHHbIE XapaKTePUCTUKU MPOBOIUMOCTH
KaHAJIOB MeMOpaH, KOTOpbIE YacTO 3aJal0TCS U3 OOIIUX
cooOpaXxeHUil HA OCHOBE PACCMOTPEHMS IKCIIEPHUMEHTAb-
HBIX JaHHBIX. HaM mpencTaBiisieTcsi, YTO HOBbIE JAHHBIE O
CTPYKTYPHO-(DYHKIIMOHATIHHONW OpTraHM3aIiid MeMOpaHHbBIX
AT®a3 no3BOJIST B JaJIbHEHIIIEM KOHKPETHU3UPOBATh CBS3b
MEXy Teopueil MPOBOAMMOCTH MOHHBIX KAHAJIOB U HEJIH-
HEMHBIMU MPOILECCAMH, M3YYa€MBIMU PA3JIHYHBIMU aBTO-
paMu mpu ommcaHum O6moMemOpaH. Hakonen, ciemyet ot-
MeTUTh paboTy [141], B KOTOpPO# MPOCIEKNBAETCS IPEeM-
CTBEHHOCTh Teopun AT®O-cHHTAa3bl U TEOPUHU Bpalllarole-
rocst GuiaresuIIpHOTO OaKTepUaTbHOTO MOTOPA.

6. 3ak/mrouenue

B HacTosIIelt paboTe MbI pACCMOTPEIM COBPEMEHHBIE MTPE/I-
CTaBJICHUS O (PU3NKO-XUMHUYECKIX MeXaHU3MaX (DYHKINOHU-
poBanus npoToHHOW AT®P-cHHTa3bl — OJHOTO U3 TJIABHBIX
MaKpOMOJIEKYJIIPHBIX YCTPOUCTB, KATAIU3UPYIOIIUX 00pa-
3oBanune Mouiekysl ATP — ocHoBHOU "sHEpreTuveckoit
BAJIIOTHI" KUBOI KJIETKU. BCTPOEHHBIN B MEMOPaHy KJIETKH
AT®-cuHTa3HBIIl KOMIUIEKC paboTaeT Kak 3Heprompeodpa-
3yroljas MakpoOMOJICKYJISIpHAsI MalllMHa, KOTOpasi IPUBO-
IUTCS B JICHCTBHUE 3a CYET TpaHCMEMOpaHHOW PA3HOCTHU
3JEKTPOXUMHUYECKUX MOTEHIHATIOB HOHOB BOJOPOIA
(Apyy+ ). DIEKTPHUECKHIA TOK, IPOXOASLINIT Yepe3 MeMOpaH-
HBI KoMIUleke Fo (HOCHTENSIMH 3JIEKTPUYECKOrO TOKa
SIBJISIEOTCS. TPOTOHBI), o0OecrneunBaeT BpallleHHEe poTopa
(BcTpoeHHBI B MeMOpaHy Oapaban c,). bapaban momeky-
nspHOTro "35ekTpoMoTopa ¢, COUNIEHEH C POTOPOM MEXAHO-
XUMIUecKoro motopa F (cydbenununa y), BparieHne KOTo-
poro obecnieunBaet cuate3 ATP u3s ADP u P;. FoF-AT®-
CHHTa3a — o0paTUMasi MOJIEKYJISIpHASI MAIlMHA, CIOCOOHAs

KaTAJIM3UPOBATh KakK CUHTe3, Tak W ruaposus ATP. Ilpu
BpallIeHuH poTopa MoTopa F| B HampaBieHUN, IPOTUBOIIO-
JIOXKHOM BpAIIIEHUIO pOTOpa 3jekTpoMoTopa Fo (3a cuér
sHepruu rugposm3yeMbix Mojekyn ATP), FoF-AT®-cun-
Taza paboTaeT Kak MPOTOHHAS MOMIA, TeHEpUpYOIIas
Apyy+ . IMeroTcst mpsiMble SKCIIEpUMEHTAJIbHBIE JOKa3aTelb-
CTBa TOT0, 4TO poTopbl 060ux MOoTOPOB (Fo 11 F}), BXOASAIINX
B coctaB FoF|-AT®-cunTasnl, IeHCTBUTEIBHO BPAIAIOTCS
pHu paboTe ITOr0 MAKPOMOJIEKYJSIPHOTO YCTPONCTBA.

FoF-AT®d-cuaTtaza — MaKpOMOJIEKYJISIPHOE yCTPOii-
CTBO, KOTOpPOE€ XapakTepu3yercss BbICOKOH 3¢ dexTus-
HOCTBIO MpeoOpa3oBanus 3Heprun (1 ~ 90—100 %). Brico-
kuit k.a.g. FoF-AT®-cuHTa3bl omnpeneisercs TeM, 4YTO
KOHCTPYKIIHSI 9TOTO MOTOPA 00ECIeUnBaET TECHOE COPSIKe-
HUE XUMHUYECKNX U MEXAHUYECKUX CTAJANNA KaTaJIUTHUYECKOTO
[UKJIA, 32 CYET Yero MOTEPH SHEPTUH B TEIIO MUHUMAJIbHBI.
MoxHo cka3zaTb, uyTo FoF|-AT®-cunta3za sBiasercd 'H-
TanbnuiiHoi" MoJekyisspHoil MammHoil [1— 3], npu pabote
KOTOpPOW HM3MEHEHMs SHTPOIMH He3HaunuTeJabHbl (AS = 0).
It0 o3HauaeT, uTo FoF-AT®-cunraza paboTtaet Kak MoJe-
KyJIIpHasi MalllMHA, KOTOPAasl, OJHAKO, HE SIBJISIETCS TEINIOBOU
MAllMHON B OOLIEIPUHATOM CMBICiIe. B oTianyne oT Makpo-
CKOIMYECKUX TEIUIOBBIX MAIINH, JIs1 PA0OOTHI TAKAX MOJIEKY-
JISPHBIX MOTOPOB He TpeOyeTcs CenuaIbHbIX KOHCTPYKIHIA
tuna "xonoauasauka" niau "Harpesatens".

IIporonnas AT®-cuHTa3a SBISIETCS CAMBIM MaJICHBKIM
W3 BCEX M3BECTHBIX B MPHUPO/JIE BPAIIAFOIINXCS MOTOPOB, €€
xapakTepuble pasmepbl ~ 10 HM. B TO xe Bpems 37O,
BEPOSATHO, HanboJ1ee ""CHIIbHBIN" MEXaHO-XUMUYECKU MOJIe-
KYJISIDHBIL MOTOP TPHPOAHOTO MPOUCXOXKICHUS, HCIOJIb-
3YIOIAIA B KA4Y€CTBE XMUMHYECKOrO "TomuimBa' MOJIEKYJIBI
ATP. BpamaTtenbHblii MOMEHT, CO3JaBaeMbIii OHON MOJIe-
kyioit Fj-AT®a3zsl (Motop Fy), N =~ 40—45 uH u™m (pa3Bu-
Baemasi uM cujia F ~ 40—45 nH). CpenHsisi ckopocTh Bpa-
meHust poropa pocturaet 300 060pOTOB B CEKYHTY.

Me1 pacemotpenn paboty FoF-AT®-cunaTa3sl — iuinb
OJTHOH, HO OYEHb BAXXHOUN MOJIEKYJISIPHOM MAIIWHBI XUBOU
kiaeTkd. COTHH MUJUITMAPAOB TaKUX MaKPOMOJIEKYJISPHBIX
MOTOPOB BpallatoTcs B KXKIOM XXHBOM OpraHu3Me, odec-
ne4uBas BOCIPOU3BOACTBO "XUMHUUYECKOro TOIMBa" B BUE
mosekysl ATP. YMecTHO cka3aTh, YTO B TEUCHHE CYTOK B
OpraHu3Me OJHOTO B3POCIOIO YEJOBEKAa CHHTE3UPYETCS
6osee 50 xr mosekyn ATP, kotopble 3a 3TO ke BpeMsi
pacxoAyloTcsl OpraHM3MOM [UISl COBEPIUIECHUS Pa3IMYHBIX
BHUJIOB XMMHUYECKOH, OCMOTHYECKOM UM MEXaHHYECKOU
paboThI.

B Tabamie npuBeneHb CpaBHATEIbHBIE XaPAKTEPUCTUKU
Pa3HBIX MOJIEKYJISIDHBIX MOTOPOB, BKJIFOUAsl TaK Ha3bIBae-
Mmble "nunelHble" MOTOpPBI (MHO3WH, KUHE3MH), KOTOPBIE
NepeMEIatoTCs BOJIb HATPABJISIOIUX My TeH (HUTH aKTHHA
U TYOYyJIMHOBBIE MHKPOTPYOOUYKH) U OOECIeYMBAIOT COKpa-
THUTEJIbHBIE M TPAHCIIOPTHBIE TOTPEOHOCTH OTACIBHBIX KJIe-
TOK W OpraHm3MOB, a Taxxke ¢epmeHT PHK-mommmepasy,
neuraromuiics Baoss HutH [JJHK. Bugno, yTo Makcumaib-
Hasi cuja, co3JgaBaeMasi pOTOPOM MeEXaHO-XUMHYECKOTO

Taémua. CpaBHHTENILHBIE XaPAKTEPUCTHKA MOJIEKYJIIPHBIX MOTOPOB (110 JaHHBIM [142])

Mortop/nyTh lar

MaxkcumalibHasi cuia

MaxcumaJsibHBIHA K.I1.11. Cnoco0 JBUXKeHUs

o-, B- u y-cyobequnuiet Fi IToBopor Ha 120°

Muo3us/AKTHH ITepemeHHBIIT
Kunesnn/Muxpotpy6ouka Cwmelnenne Ha 8 HM

PHKnosmmepasa/JHK Cwmerienue Ha 0,34 Hm

40 nH ~ 100 % Bpaienue
3-5nH ~ 20 % IIary, npbDKKI

5SnH ~ 50 % Marn

14 nH ~ 20 % "Tlonzaune"
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moTopa Fi, CyIecTBeHHO PEeBOCXOAUT CUJIbI, PA3BUBAEMBIE
"uneitnpiMu" MoTOopaMu. OYEBUAHO, YTO BPALIEHHE — 3TO
00JIee SKOHOMHBIN CIIOCOO BIKEHUS, YeM MOCTYMATEIbHOES
naroxende " uHeMHBIX" GUOJIOTUYECKUX MOTOPOB.

ITo cpasuenuto ¢ FoF;-AT®-cunrazoit ¢uareuisipHbIii
3JIEKTPOMOTOP OaKTEpUATBLHOMN KJIETKH, BPAIAFOIIMIA JJTHH-
Hble CHHUPAJICBUIHBIE XI'YTHKH, SIBJISETCS KOHCTPYKTHBHO
ropa3ao Oojiee CIOXHBIM MAaKpOMOJIEKYJISIPHBIM yCTPOii-
CTBOM. DTOT JJIEKTPOMOTODP NPHUBOJUTCS B IECUCTBUE 3a
CU€T 3JICKTPOXMMHYECKUX MOTEHIIMATIOB MOHOB BOJOPOJIA
WK MOHOB HaTpHsi. B coctas cratopa u poTopa (aresip-
HOTO 3JIEKTPOMOTOPA BXOST JAECSITKU OEJIKOB, BKJIIOYAS TAK
Ha3bIBaeMble MOTOPHbIE Oeiku A U B, pacnosioxeHHbIX 1O
Kpyry. brnaromapst oOmmwmM ycuiamsiM OOJIBIIIOTO YUCTA MO-
TOPHBIX OEJIKOB CO3AETCSl 3HAUMTEIBHBIN BpAIATEIbHBIN
moMeHT N =~ 4000 nH am. HecMoTpst Ha quIMHHBIN Bpalaro-
iics KXryTuk (~ 10 MxM), aaresssipHble 3JIEKTPOMOTOPbI
pabotaroT ¢ BbICOKOH ckopocThio (~ 400—1700 060poTOB B
1 ¢). O1MH MOJIHBIIA 000POT POTOPA COMPSIKEH C TIEPEHOCOM
yepe3 MoTop okosio 1000 mporToHoB. DdPdekTHBHOCTH
paboThl OAKTEPHUANILHBIX 3JIEKTPOMOTOPOB OYEHb BEJUKA.
Bakrepun miaBaroT co cpelHeld CKOPOCTbIO MOCTYNATEJb-
HOTO JIBMXKeHUs 25 MkM ¢~ ! (y HeKoTophIX 6akTepuii — GoJee
100 MxM c~!), T.e. 32 OfHY ceKyHIy GakTepHs MepeMernaeTcs
Ha PAcCTOsIHUE, TECSITUKPATHO MPEBbIIIAOIIee e€ IINHY.

PaccMOTpeHHBIMU  BBIIIE MPHUMEPAMU HE OTpPAHHYH-
BaeTcs BCE pa3sHOOOpa3ue MOJIEKYJISIPHBIX MOTOPOB, TTOSIBUB-
UXcsl B Mpupofe OoJiee TPEX MIJLIMAPAOB JeT Haszal.
DKCIIepUMEHTAJIbHbIE M TEOPETUYECKHE UCCIICOBAHUS HEPY-
KOTBOPHBIX HAHOPA3MEPHBIX MOTOPOB MPHUPOJHOTO MPOUC-
XOXAEHUS MPOAOJDKAIOTCS. BaxkHelmasi poias B W3y4YeHUH
OMOPU3NIECKUX MEXAHU3MOB PAOOTHI OMOJIOTMYECKHX Ma-
IIMH ¥ MEXaHU3MOB MNPHHAJJICKUT COBPEMEHHBIM (PHU3H-
YeCKMM METOJaM HCCIICIOBAHNUS, TO3BOJISIOMIUM HE TOJIbKO
CJIEUTH 33 COCTOSIHMEM MHAMBHIYAJbHBIX MOJIEKYJ OeJIKOB
" OEJTKOBBIX KOMIUIEKCOB, HO U IIEJICHANPABICHHO MAaHUITY-
JINPOBATH OTAETHLHBIMA MaKPOMOJIEKYJIaAMHU.

PabGoTa BrmosHena npu nojaepxke PODU (npoext 09-
04-00978). Atopbl mpusHatenbHbl A.D. IlorpebHoit u
A.B. KaproBckomy 3a uX HEOIICHUMBIN BKJIa/l B IOCTPOCHHE
1 YUCJICHHYIO PeaM3anuio MaTeMaTHIeCKUX MOJIEIIeH, OTH-
CaHHBIX B pasaenax 5.2-5.4, a rtaxke M.K. AmueBy m
N.T'. MunkeBuuy 3a Tpyd MO KPUTUYECKOMY HPOUYTEHHIO
Hamer pabGoTel. MBI Taxke OJarogapHbl COTPYIHUKAM
'ym6ombaTckoro ynuBepcutera B bepnune B. DOenunry,
JI. Mlumanckomy-Taiiepy u A. JTaBpoBoii 3a MJI0JOTBOPHbBIE
JIUCKYCCHH TI0 IPOOIIeMaM TeOPUH MOJIEKYIIIPHBIX MOTOPOB.
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The free energy released upon the fermentative hydrolysis of adenosine triphosphate (ATP) is the main source of energy for functioning
of the living cell and all multicellular organisms. The overwhelming majority of ATP molecules are formed by proton ATP synthases,
which are the smallest macromolecular electric motors in nature. This paper reviews the modern concepts of the molecular structure and
functioning of the proton ATP synthase, and real-time biophysical experiments on the rotation of the ‘rotor’ of this macromolecular
motor. Some mathematical models describing the operation of this nanosized macromolecular machine are described
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