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MOLECULAR MOTORS
Part 1. Rotating motors of
a living cell

A. N. TIKHONOV

The structure and mecha-
nisms of the functioning
of proton ATP synthases
and flagellar motors have
been considered to illus-
trate the basic principles
of the rotating molecular
motors of a living cell.

PaccmoTpeHbl cTpoeHue
U MexaHu3mbl [enuCcTBUs
npoToHHou ATPcuHTa3bl
u cpnarennsspHoro Moro-
pa — MOJIeKYAPHbIX MO-
TOPOB XUBOW KII€TKH,
BbIMOJIHSAOWMNX XUMUYec-
KYIO M MeXaHU4ecKylo pa-
60Ty, CBSAI3aHHYIO C MX
BpawjatesibHbIM fBuUXe-
Huem.

MONEKYJISPHBIE MOTOPbBI
Yacrs 1. Bpawaowmecs moropbl
JXMBOM KJICTKM

A. H. TNXOHOB

MockoBcKkuii rocyapCTBEHHbIN YHUBEPCUTET
um. M.B. JlomoHocoBa

Bce depmeHTbl kpacuebl, HO ATPcuHTa3a aBnsieTcs
OHVUM N3 CaMbIX KPacuBbIX, @ TakKe caMblX He0Obl4-
HbIX 1 BaXHbIX.

All enzymes are beautiful, but the ATP synthase is one
of the most beautiful as well as one of the most unusu-
al and important.

Boyer P.D. The ATP synthase - a splendid molecu-
lar machine // Ann. Rev. Biochem. 1997. Vol. 66

P. 717-749.

BBEJEHUE

BOrnurpadoM K cratbe B3ATH ciioBa [lonst boiiepa,
BBIJAIOLIErOCs aMEPUKAHCKOTO OMOXMMKKA, BHECILIETO
pelaIuii BKJIaJ B BbISICHEHUE (DepMEeHTaTUBHBIX Me-
XaHN3MOB oOpa3oBaHms ameHo3uHTpudocdara (ATP)
u3 ageHo3uHaudochara (ADP) u HeopraHmdeckoro
docdara. Monekyna ATP saBisieTcsi yHUBEpCaIbHBIM
WCTOUHUKOM SHEPTUU JUTsI OOJIBIIMHCTBA MHOTOUMCIICH-
HBIX OMOXMMUYECKNX, MEXaHOXMMHWUYECKUX M TpaHC-
MOPTHBIX TPOLIECCOB, KOTOPbIE MPOTEKaIT BHYTPHU
>KMBOU KieTku. HeynmuButenbHo moatomy, uyto ATP-
CMHTa3a — OCHOBHOI (hepMEeHT, KaTaJIM3UpPYyIoIInii 06-
pasoBanne ATP, — na3Ban I1. Boiiepom ogHuM U3 ca-
MBIX BaXXHBIX (pepMeHTOB. B uem 3aximouarorcst Kpacora
U HEeOOBIYHOCTh 3TOro epmeHta? ATPcuHTasza mnpen-
cTaBJIsIeT CO00i BEJTMKOJICITHYIO MOJIEKYJISIDHYIO Malll-
HY, IOBEJICHHYIO MPUPOJION 10 BBICIIIEN CTETIEHU COBEP-
meHcTBa. [1omoGHO TOMy Kak B KaXXIIOM COBEPIIEHHOM
MalllMHE HauBbICIIME TEXHUYECKUE MOKa3aTeau coye-
TalTCcd ¢ ee U3sIHbBIMU opmaMu, B ATPcuHTraze —
MOJIEKYJIIDHOW MAallWHE XWUBOW KJIETKU — BbICOYaii-
mast 3(pPeKTUBHOCTh pabOTHI COYETACTCS C IMOpPa3U-
TeJIbHOI KpacoTo ee CTpyKTypHoli opraHu3auuu. He-
o6bryHOCTh ATPCUHTa3bl COCTOMT B TOM, YTO OHa
paboTaeT Kak Bpalliaroniascs MaiirHa, moJooHo 3J1eK-
TPOMOTOPY, KPYTSILUEMYCS MPU MPOIMyCKaHUU JIeKTPH -
YeCcKOro Toka uepes ero ooMoTky. OfHaKko B OTJIMYME OT
3JIEKTPOMOTOPOB, MCIOJIb3YeMbIX B TEXHUKE, DPOTOP
ATPcuHTa3b1 IPUBOIUTCS BO BpallleHUE IIPU IIPOXOXK-
JIEHUU Yepe3 Hee DJIEKTPUUECKOro ToKa, CO31aBaeMOro
He ABVXXEHUEM 3JIEKTPOHOB, a TOTOKOM MPOTOHOB.

bakTepuu miaBaloT 3a CUET BpAIlEHUS XKTYTUKOB,
KOTOpBIE TIPUBOAATCS B IBUXKEHHUE TaK Ha3bIBAEMBIM
naremnsipasiM MoTOpoM (0T JaT. flagellum — XryTHK).
Jlo HemaBHEro BpeMEHU CUYUTANIOCh, UTO Jaresisp-
HbIe MOTODBI SIBJISIIOTCSI CAMBIMU MUHUATIOPHBIMU Bpa-
mamomumMucs Moropamu [1, 2]. OgHako B mociieaHee
BpeMsI ObLIO J0Ka3aHO, YTO CAMBIM MaJIEeHbKUM M3 BCEX
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U3BECTHBIX B MIPUPO/E BpalIaIOLIMXCS MOTOPOB SIBJISI-
ercs nmporoHHast ATPcunTasa. HecMotps Ha pasnuuane
B CTPOCHMHU M HazHaueHUU NpOoTOHHBIX ATPcuHTa3 u
areISIpHBIX MOTOPOB (TIEPBBIE COBEPIIAIOT XUMUYE-
CKYI0, a BTOpbIE BBITIOJIHSIOT MEXaHUUECKYI0 paboTy),
OHU MMEIOT JIBa OOIIMX CBOMCTBA. DTU MOTOPHI COMIEP-
JXaT Bpalllalolyecs OeTalu, a B KadecTBe TOTUIMBA MC-
MOJIB3YIOT SHEPTUIO, 3aMacaeMylo B BUIe pa3HOCTH dJie-
KTPOXMMUYECKUX TMOTEHIIMAIOB MOHOB BOIOpOAa Ha
meMOpaHe [1—4].

ATPcuHTasza — CAMbI MAJIEHbKUA MOTOP
B NMPUPOJE

MpoToHHble ATPcuHTa3bl (06Lan xapakTepucTmka)

ATPcuHTa3a SIBIsIeTCI MAaKPOMOJIEKYJISIPHBIM KOM-
TJIEKCOM, KaTaIM3UPYIOLIUM CUHTE3 U TUIPOJIU3 MOJie-
KyJ1 ATP B 3Hepronpeodpasyoimmx MeMopaHax KJIETOK
pacTeHuit, XXMBOTHBIX U Oaktepuii [1—4]. Pacnonoxe-
Hue ATPcuHTa3bl B MeMOpaHaXx XJIOPOILIACTOB U MUTO-
XOHIPUM cXeMaTUYeCKU IoKa3aHo Ha puc. 1. MeMoO-
paHHas 4actb ATPcuHTa3bl, Ha3biBaeMasi (haKTOpPOM
conpsbkeHust Fj, npencrasnser coboil ruapodoOHbIi
(HepacTBOpPUMBI B Boae) OEKOBBII KOMIUIEKC. BTo-
poil kpynHblid pparmeHT ATPcuHTasbl — gakrop co-
npsbkeHust F; — 3aMeTHO BBICTymaeT U3 MeMOpaHbl B
Buzie cepuueckoro obpazoBaHus. B xymoporuiacrax —
SHEPronpeodpasylonMx OpraHelax pacTUTEIbHOI
knetku — ATPcruHTaza BcTpoeHa B MeMOpaHbl TUJIaKO-
unoB (Ha puc. 1 OHM cxeMaTU4YecKr N300paxkeHbl B BU-
Jle 3aMKHYTBIX MY3bIPbKOB), TIPU 3TOM (HaKTOp COMpSi-
keHus F, opMeHTMpOBaH BO BHELIHIO CTOpOHY. B
MUTOXOHJIPUSIX — DSHEpreThuueckux “cabpukax” Ku-
BOTHOI1 kieTkn — ATPcuHTa3a BcTpoeHa BO BHYTpPEH-
HIOIO MeMOpaHy, a KomIulekc F, obpallieH B CTOpOHY
MaTpukca (BHYTpeHHSsISI YacTh MUTOXOHAp1M ). O0pa3o-
BaHue ATP u3 ADP u Heopranuueckoro docdata (P))
MPOUCXOIUT B KaTtaauTuueckux ueHrpax ATPcuHTassl,
pacnosoxeHHbIX B Komiutekce F, [3]. benkoBelit koM-
mieke F; MOXHO CpaBHMUTENBHO JIETKO OTAEIUThH OT
MeMOpaHbl, IPU 3TOM OH COXpPaHsIET CMOCOOHOCTD Ka-
Tanu3upoBath ruapoau3 ATP. OmHako M301MpOBaH-
HBII (hakTop conpsxeHus F| He criocobeH cuHTe3npo-
BaTb ATP. CriocobHOoCTh cuHTe3upoBaTh ATP — 3T0
cBoiicTBo enuHoro komruekca F F,, BcTtpoeHHOro B
sHeprorpeobpasyloilylo MeMopaHy. CBs3aHO 3TO ¢
TeM, uTo pabora ATPcuHTa3s! B pexkume cunteza ATP
comnpsikeHa ¢ TIEpeHOCOM uYepe3 Hee MPOTOHOB, IyTh
KOTOpBIX ITpoJieraet yepes F, v HanpasieH B cTopoHy F,
(puc. 1, a). Takoit HarpaBJieHHbIN TIEPEHOC MPOTOHOB
BO3MOXEH TOJBKO B TOM ciydae, eciu ATPcuHTaza
BCTpOeHAa B MeMOpaHy 3aMKHYTBIX 3HEPromnpeodpas3yro-
KX OopraHesul (XJIOporjaacTbl U MUTOXOHIPUU) WK B
TUIa3MaTUYeCKylo MeMOpaHy OaKTeprUabHOM KIETKU.

JBuxymein cwioii misi pa®oThl OOJBIIMHCTBA
ATPcuHTa3 sIBIseTCs NPOTOHHLIN ITOTEHLIMA, CO3a-
BaeMblif HA MeMOpaHe B pe3yJibTare paboThl LEMHU dJie-
KTpoHHOTO TpaHcropTa [1—4]. Peakuuu dotocuHre-

Xnoponnact

3339

ADP + P,

ADP + P, ATP

Fo

H* H*
H+ H+ H+ H+

Puc. 1. PacnonoxeHne npoTOHHbIX ATPcuHTa3s B
MeMbpaHax X/IoponaacToB U MUTOXOHAPWIA. [onybble
y4acTKM COOTBETCTBYIOT 001aCTSM C MOBbILLIEHHbLIM
MPOTOHHBIM MOTEHUMANIOM (KUCNOTHbIE pe3epBya-
pbl), Y4acTku NecoyHoro uBeta — 061acTn ¢ NOHU-
>XEHHbIM MPOTOHHbLIM MOTEHLUMANOM (LLLENOYHbIE pe-
3epByapsbl). BHN3y nokazaHO HanpaBneHne nepeHo-
ca MOHOB BOAOPOAA Yepe3d MemOpaHy B pexumax
cuHTe3a (a) u rmgponuaa (6) monekyn ATP

TUYECKOTO TepeHoca dJEKTPOHOB B XJIOpOILIacTax
COIPOBOXIAIOTCS TPAHCIIOPTOM MPOTOHOB BHYTPh TH-
JIAKOUZIOB, B PE3yJbTaTe Yero KOHLEHTpAIUsl UOHOB
BOAOPOJA BHYTPU TUJIAKOUIOB CTAHOBUTCS CYILIECT-
BEHHO BbIlIEe, YeM cHapyxu. B MuToxoHapusix pabora
NIbIXaTeIbHOM LIETU COMPOBOXAAETCS TEPEHOCOM HO-
HOB BOIOpPO/Aa B TPOTMBOIOJOXHOM HAaIpaBlIeHUU:
MPOTOHBI BBIXOIST U3 MAaTPUKCA HAPYXYy, B pe3yJbTare
3TOTO 3JIEKTPUUECKU MOTEHIIMAl CO CTOPOHBI MaT-
pUYIKCca TIOHMXaeTcsl. 3a cYeT pa3HOCTH MPOTOHHBIX I10-
TEHIIMAJIOB 1O 00¢ CTOPOHBI MEMOPaHBI BOZHUKAET IT0-
TOK MOHOB Bomopona depe3 ATPcunrasy (puc. 1, a),
KOTOPKII 1 00ecIiednBaeT ee paboty no cunte3dy ATP. B
xJyioporuiactax cuHTe3 ATP comnpsikeH ¢ mepeHocoM ho-
HOB BOAOpO/Aa U3 KUCJIOTHOTO BHYTPUTMJIAKOMIHOTO
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Puc. 2. Cxema ctpoeHus ATPcuHTasbl. Komnnekchbl
F, n F, BCex nay4eHHbIx NPOTOHHbIX ATPCMHTa3 6ak-
Tepuin, umaHobakTepuii U XJOPOMJIACTOB BbICLLUUX
pacTeHuii MMeIoT OAMHAKOBbIN COCTaB GeskoBbIX
cybbeauHul, (af),yde n abcy_,, COOTBETCTBEHHO. Y
ATPCUHTa3bl MUTOXOHAPWIA XUBOTHBIX MEMOpPaHHbIN
Komnnekc Fy Hapagy cy6beavHuuamm a, b u ¢ cogep-
KUT LLIECTb AOMOJIHUTENbHbIX OENKOBbLIX CyObeaANHNLY,
(d, e, f, g, FEnABL), a F, pononHUTeNbHO BKIIOYAET B
cebs aBa Hebonbwnx 6enka (OSCP u cneumnanbHsbii
pPerynaTopHblii 6enok-uHrméuTop). BHM3y nokasaH
KOHTYPHbIN Nnpodunk FyF, komnnekca, B KOTOPOM Cu-
HUM LIBETOM BblAefNieHbl CyObeauHuubl ctaTopa, a
KpacHbIM LIBETOM — CyObeaAMHULBI poTOpa

o0beMa B IIEJIOYHON BHELIHUN 00BbeM (B CTpOMYy —
MMPOCTPAHCTBO MEXIY TUIIAKOUIAMU U 000JI0UKOIM XJI0-
poruiacTta); B MUTOXOHIpUIX pabota ATPcuHTa3bI CBSI-
3aHa C TOTOKOM IIPOTOHOB, HAIpPaBJIeHHBIM BHYTPb
matpukca (puc. 1). IIpoToHmpoBoAsIIMii KaHal, MO
KOTOPOMY MOHBI BOIOPO/IA U3 001aCTU C BBICOKMM ITPO-
TOHHBIM MOTEHIMAJIOM TOIBOASITCS K OMpeaeSIeHHbIM
dyHKIIMOHaNbHBIM TpyriniaM AT PcrHTa3b1, a 3aTEM BbI-
XOJIST B 00JIaCTh C HU3KUM TTPOTOHHBIM MTOTEHIIUATIOM,
pacriojioxeH B MeMOpaHHOM (parmeHTe ATPcuHTasbt
(xomrutekc F).
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ATPcunTaza — 310 0oOpaTMast MOJIEKYJIsIpHas Ma-
IIMHA, KOTOpasi CITOCOOHA KaTaJIM3UpOBaTh KaK CHTE3,
tak u rugponu3 ATP. B pexume cunreza ATP pabota
ATPcuHTa3bl 00ecrieunBaeTCsl 3a CYET SHEPITUU MOHOB
BOJIOpOIa, MEePEeHOCHUMBIX Yepe3 Hee IO JIeiCTBUEM
TpaHCMEeMOpPaHHOM Pa3HOCTA MPOTOHHBIX ITOTCHIIMA-
JoB (puc. 1, a). B To xxe Bpemsa ATPcuHTaza moxeT pa-
00TaTh Kak IMPOTOHHAsI TIOMIIa — 3a CYET SHEPTUU, BbI-
nmenstomieiics mpu  tuppoimse ATP, oHa Moxer
repeKaynBaTh MOHBI BOAOPOJA B IIPOTUBOIIOIOXHOM
HamnpaBJIeHUH, U3 00JIACTU C HU3KUM IPOTOHHBIM I10-
TEHIIMAJIOM B 00J1aCTh C BHICOKUM MPOTOHHBIM TTOTEH-
uuanom (puc. 1, 0).

CtpoeHune ATPcuHTasbl

CocTaB ¥ MPOCTPAHCTBEHHOE CTPOEHUE KOMIUIEKCA
F, xopouio usyueHsl. MeTonoM peHTTEeHOCTPYKTYp-
HOTO aHaJIM3a MoJlyyeHa KapTUHa MPOCTPAaHCTBEHHOTO
pacrosioxkeHust aToMoB (¢ paspemieHueM 2,8 A) B kom-
mekce F,, BblAeJIeHHOM U3 MATOXOHAPUI cepaua Obl-
ka. OpMeHTUPOBaHHBIN B BOAHYIO (ha3y komruiekce F,
(puc. 2) cOCTOUT U3 NEBATU CyOBEIUHULL TIATH TUIIOB
(3a, 3B, Y, d u €). [TorunenTuaHble LENU CyObETUHUIL
0 U 3 yJIOXEHBI B TOXOXUE O CTPOCHUIO OEIKOBHIC
I0OYJIBI, KOTOPEIE BCE BMECTe 00pa3yloT reKcaMep —
aHcaMOJ1b, COCTOSIIIIMI U3 IIeCTU CYObeAMHUILI (TPY OfM -
HaKOBbIE CYObEAMHUIIBI O U TPU OMHAKOBBIE CYOBEIN-
HULBI 3). DTOT aHCaMOJIb MEET BUI CIerKa MPUTLTIOC-
HYTOTO IIapa BICOTOM 8 HM M mmpuHoii 10 HM. B menTpe
1apa HaxoAUTCs CyObeAMHUIIA Y, KOTOpasi 0Opa3oBaHa
JIByMsI TIPOTSDKEHHBIMU MOJUINENTUAHBIMUA LEMSIMU U
HarlOMMHAET cjeTka AehOpPMUPOBAHHBIN W30THYTHIN
CTEpKEHb JJIMHON OKoJI0 9 HM. HuxxHSIs yacTb cyObe-
JMWHUIBI Y BBICTYIIAeT U3 11apa Ha 3 HM B CTOPOHY MEM-
6panHoro komruiekca F,. CyobennHuma d pacrosoxe-
Ha Ha BHewrHe# ctopoHe F,. BHytpu ancamb6ns (ap),
HaXOAMTCSI MUHOPHAS CyObeTMHUIIA €, KOTOPast CBSI3a-
Ha ¢ cyobenuHulei y. O6e 3T cyobenuHULbI (Y U €)
MOABUXHBI — OHU BXOJST B COCTAB CBOEOOPA3HOIO po-
TOpa, KOTOPBIA BpallaeTcss BHYTPU HEIOIBWXKHOTO
Komrutekca (0f3);.

3a pelaiomuii BKJaa B paciiippoBKY IIPOCTPAHCT-
BEHHOI CTPYKTYpBI OeJIKOBOro Komruiekca F; aHrnit-
ckuit uccienosarenb Ixeitmc Yokep B 1997 rony Obi1
ynoctoeH HobGeneBckoit mpemun 1o xumuu. CBoro
YacTh MPEMUM OH PA3AEIWI C aMePUKAHCKUM OUOXU-
MukoM Ilonem boitepoM, KOTOPHIii B TeUeHHE MOCTe-
HUX 45 JIeT MI0J0TBOPHO 3aHMMAJICS BbISICHEHHEM O1O-
XUMUYECKUX MeXaHU3MOB oO0pazoBaHusi ATP uz ADP u
HeopraHuyeckoro ¢ocdara.

MemOpaHHBI KOMILIEKC F, CIlyXXUT OCHOBaHUEM,
KoTopoe yaepxkupaer ATPcuHTazy B MemOpaHe. DTOT
KOMILIEKC BKJIIOYAET B ceOsl MPOTOHHBIN KaHall, MO KO-
TOPOMY MOHEI Bogopoaa nepeHocsres yepe3 ATPcunra-
3y. [IpocTpancTBeHHad cTpykTypa F, pacimdposana He
CTOJIb IETAJIBHO, KaK CTPOEHKE BOAOPACTBOPUMOT0 KOM-
miekca F,. Cpean n3y4eHHbIX MEMOpPaHHBIX KOMIUIEK-
coB F, paznnyHoro npoucxoxaeHus Haubosee MpocToi
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cocrtaB umeet F, u3 6akrepun Escherichia coli, KoTopblii
COCTOUT M3 TTOJIMTIETITUIHBIX CYOBEINHUI] TPEX TUTTOB
(puc. 2). Y E. coli B xomiuiekc F BxonsaT ogHa 6esnkoBas
cyObeMHUIIA TUTIA a, IBe KOMTUU CYOBbEAUHULIBI b, UMe-
fore MoJiekyisipHbie Macchl 20 1 30 x/la cooTBeTcT-
BEHHO, a TaKXXe CPaBHUTEJIBHO OOJIBIIOE KOJIMYECTBO
(n = 9—12) uneHTUYHBIX KONIU OoJiee MEJIKOU cyOne-
JUHMUIBI ¢ (MoJieKysipHast Macca 6—11 k/a).

CybbenuHuna a ruapodobHa, oHa MOYTU MOJTHO-
CThIO TIOTpYXeHa B MeMOpaHy. Ee monunentuaHas uenb
00pa3yeT 1IeCTh O-CMUPAIbHBIX YYaCTKOB, KOTODBIE
nepecekaloT MeMOpaHy. CyObenuHuIa b COOEpPKUT
JIAIIb OJWH CPAaBHUTEJIbHO KOPOTKUI O-CHUPATBHBII
y4acToK, OTpykKeHHbBI B MeMOpaHy. OcTaibHasl 4acThb
cyOBenMHUIIBl b 3aMETHO BBICTYIAeT U3 MeMOpaHbI B
CTOpPOHY KoMIUIeKca F| M 3akperuisercs 3a pacrnoJio-
JKEHHYIO Ha €ro MOBEPXHOCTU CyobenuHuily O (puc. 2).
Kaxmas n3 9—12 xonuit cyoObeIUHULIBI ¢ (TOYHOE YKC-
JIO MX TIOKA HEU3BECTHO) TPEACTABIISIET COOOI CpaBHU-
TeJIbHO HEOOIbIION OEI0K, COCTOSIINIA U3 IBYX THUIPO-
(hoOHBIX O-crupaiieil, COeTUHEHHBIX IPYr ¢ APYroM
KOPOTKO# TUAPOGUIIBHON MeTiel, OpUeHTUPOBAHHOM
B ctopoHy F,. CyObennHu1IbI ¢ 00pa3yloT €AVHBINA aH-
camM0J1b, UMEIOIIN (hOpMy LUJIMHIpPA, ITOTPYKEHHOTO
B MeMOpaHy. Beictynaroias us komiuiekca F, B cTopoHy
F, cydobenvHuna y, mo-BUIUMOMY, NOTPYy>XEHa BHYTPb
9TOTO UWJIMHAPA U AOCTATOYHO MPOYHO 3allerjieHa 3a
Hero. Ha caumkax ATPcuHTa3bl, IOJyYeHHBIX HEeIaB-
HO YuiikeHcoM U Kanaibay ¢ moMOILbIO 371EKTPOHHOTO
MMKpPOCKOIIa, BHUIHO, YTO JBa KPYITHBIX OEIKOBBIX
¢parmenta ATPcunTassl (F) u F,) coennHeHs! apyr ¢
NIPYTOM IBYyMsI CDAaBHUTEJIbHO TOHKUMMU MePEMbIYKAMU.
OpHa 13 HUX pacrnoJioXeHa COOKY U TIPeJCTaBIIsIeT Co-
00l HEMOABUXKHBIN “KpPOHINTEWH” (CyObeIUHULIBI b),
coegunsromuit Fy, u F|; npyrag “Hoxka”, pacnoo-
KeHHas B ieHTpe ATPcuHTa3bl, SIBISIeTCS MOABUXKHOMN
cyObenuHULIEH Y poTopa.

PoTtop u ctatop ATPcuHTasbl

[IpencraBnenust 06 ATPcuHTaze Kak MOJEKYJsIp-
HOI MaluuHe, paboTa KOTOPO# CBsI3aHa C €€ BpallleHU-
€M, XOPOLIO COIIACYIOTCS CO CTPYKTYPHBIMU OCOOEHHO-
ctsasMu ATPcuHTa3bl, B KOTOPOiA MOXKHO BBIACIUTD JIBE
TPYIIbI OEJIKOBBIX CyObeArHMUIL. ONHA U3 HUX 00pa3yeT
CTaTop MOTOpa, KOTOPbIii HEMOABUXKEH OTHOCUTEIBHO
MeMOpaHBbl, a Ipyrasi COOTBETCTBYET MOIBUKHOMY PO-
TOpY, BpaujaroleMycst BHyTpu crtatopa (puc. 2, b).

Cmamop BKIIIOUaeT B ceOsl 11apooOpa3Hblil reKca-
Mep, 00pa30BaHHbBIN TpeMsI CyObeAMHULIAMU O U TPEMST
CcyObeAMHUIIAMH [3, HAXOASIIYIOCS Ha €T0 TTIOBEPXHOCTH
cyobenrHuUILy O, a TaKXKe CyObeAMHULBI a U b MeMOpaH-
Horo komIuiekca F;. B aToit MaKpoMOJIeKyJIsIpHOM KOH-
CTPYKUUU CYOBEOUHULIBI b BBIMOJHSIIOT POJIb CBOEOO-
pa3HOTO KPOHINTEMHA, CBSI3bIBAIOIIECTO HETIOABMKHBIC
cyorenuHuiel koMiuiekcoB Fy u F,. K Haxongmeiica B
MeMOpaHe CyObeIuHUIIE a MPUMbIKAeT ruapohoOHOe
KOJIbLIO, 00pa3oBaHHOE CyObeNMHULIAMU ¢ MEMOpaH-
Horo koMmIuiekca F;.
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Pomop coctout u3s cydreauHuL y u € komruiekea F,.
CybbenrHMNIIA Y, PacIoIoKeHHass BHYTPU KOMIUIEKca
(ap),, 3aMETHO BBICTYIAET M3 HETO U COEIUHSIETCS C
MOTPYXEHHBIM B MEMOPaHY KOJIbIIOM U3 CYObEANHUII C.
HmeroTcs Bce OCHOBaHUSI CUUTATh, UTO CYObeNIUHUIIA Y,
BXOJISIIIIasi B COCTaB pOTOpa, IEUCTBUTETHLHO BpallaeTCs
npu padore pepMeHTa.

Bormpoc o ToM, B cocTaB KakKoro (yHKIIMOHAJILHOTO
y3na ATPcunTa3sl, cratopa uiy potopa, BXOIAT Cyobe-
IUHUIBI ¢, ABIsIeTCs CITOpHBIM. HekoTophsle uccieno-
BaTeJIM MOJAraloT, YTO CYObEAMHUIIA Y XKECTKO CLETIe-
Ha C KOJIbIIOM U3 CYOBENUHUIL ¢ U BO BpeMsi pabOThl
ATPcuHTa351 KOO U3 CYOBEeAMHUII ¢ BpaIllaeTCs, TI0-
IOOHO MaXOBOMY KOJIECY, BMECTE C CYObEeAMHUIIAMHU Y U
€. OgHako npsiIMble DKCTIEPUMEHTAIbHBIE 10Ka3aTeb-
CTBa 3TOM TUMOTE3bI TOKA OTCYTCTBYIOT.

B nociennee Bpems MosSIBUIIMCH yOeIUTEIbHBIE TaH-
HbI€ O TOM, YTO KaTaJIuTU4ecKasi akTuBHOCTb ATPcuH-
Ta3bl HEMTOCPEICTBEHHO CBSI3aHa C BpallleHUEM €€ POTO-
pa. CunrtaeTcs, YTO MOBOPOT CYObEAVMHUILIBI Y BBI3bIBACT
OIIHOBPEMEHHOE U3MeHEeHMe KOH(MOPMAIIMU BCEX TPeX
KaTaJTIMTUYECKUX CYObEAUHUII [3, YTO B KOHEUHOM UTOTE
obecnieunBaeT padboty pepmeHTa [4]. Bpamenue cyone-
JMWHUIIHI Y 06JIeTdaeTcsl HaTMIreM CBoeoOpa3Hoii cMas-
K1 B MeCTax ee KOHTaKTa ¢ CyObemuHUIAaMU O 1 3. D10
00YCJIOBJIEHO TEM, YTO LIEHTpaJIbHAasl YaCTb CYObeIUHM -
LBl Y, Haxonsasicsi BHyTpU aHcam6is (af3);, Tuapo-
(hobHa — oHa He CONEPKUT 3apsSKEHHBIX TPYITIT, B3au-
MOJIEIICTBHE KOTOPBIX C 3apsiiaMu CyObeauHMIL O U 3
MOTJIO OBl CO31aBaTh AOMOJIHUTEIbHOE TPEHUE, TTPETISIT-
CTByIOLIIEE BpallleHWIO0 cyObenuHullbl Y. OnHako cama
T10 cebe cyObheIMHUIIA Y HE MOXKET CBOOOTHO BpaIIaThCs
BHYTPU KOMILIEKca 0,3, (3a CUET 3HEPTUM TEILIOBBIX
nBHIKeHUi). CBOOOIHOMY BpallleHUIO POTOpA MPEersiT-
CTBYIOT CTEPUYECKUE OTPAaHUYECHUSI — CyObeNUHULA Y,
Bpalaroasicss BMecTe ¢ CyObeIMHUIIEH €, 3alIeTIISETCS
3a HEPOBHOCTHU BHYTPH MOJIOCTH, 00pa30BaHHOM CyOb-
eauHuLIaMu A U . [ToaTOMy M5 TOTO, YTOOBI MPOBEP-
HYTb POTOp BHYTPU CTaTOp, U TeM CaMbIM 3aCTaBUTh
ATPcunTtasy cnmematr Mojekynry ATP, HeoOxommm
BHEIITHUI MCTOYHUK 3Hepruu. Kak yxke ObLIO CKa3aHO
BbllIe, Korna ATPcuHTa3a paboTaeT B pexXxrumMe CUHTE3a
ATP (puc. 1, a), nBuxKy1eit cuioi st ee paboThI SIBJISI-
€TCSl SHEPTUS WOHOB BOJOPOJA, TIEPEHOCUMBIX Yepe3
CONpSATAIONIYI0 MEMOpPaHy 3a CYeT MMPOTOHHOTO TTOTEeH-
nuana. [Tpu pabore ATPcuHTa3bl B pexXKuMe TuapoIn3a
ATP (puc. 1, 6) ICTOYUHUKOM DHEPTUM TSI BpAILICHUS
poTopa CIIyXXUT 9HepTus, 3armaceHHas B moyekyne ATP.

Kak gokasanu, 4To MOMNeKynsipHblii MOTOp
MOXeT BpalyaTbCs

Cyl1IeCTBYIOT JI1 SKCIIEPUMEHTAIbHbIC J0KA3aTe/Ib-
CTBa TOTO, YTO padoTta MpoToHHbIX AT PcuHTa3 neiicTBu-
TeJIbHO CBsI3aHa C HallpaBJICHHBIM BpallleHUEM €€ OT-
JeJIbHBIX YyacTeli? MoXXHO JIM HeMOCPEACTBEHHO YBUIETh
BpallleHHe poTopa MOJIEKYJISIPHOU MaIllMHbI CTOJIb Ma-
JIoro pa3Mmepa, Kakoit apusietcsa ATPcunraza? MHo-
TH€ TOIBI 3TA BOIIPOCHI OBUIM IIPEIMETOM OXMBICHHBIX
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JTUCKYCCHI cpet GMO2HEPTETHKOB, W JIUIIIH B TIOCIIE/I-
Hee BpeMs Ha HUX TTOJTyYeHbl YTBEPIUTETbHBIC OTBETHI.
HarnsgHo nokasaHo, uro ruapoaun3 ATP koMrmuiekcom
F, nelicTBUTEIBHO COMPOBOXAAETCS BpallleHUEM CyOb-
€IMHMIIBI Y OTHOCUTENBHO rekcamepa (0f3),. Oto 3Ha-
qut, 9To ATPcrHTAa3a SIBIIeTCS MOJIEKYISIPHOI Malliu-
HOIi, TIPO KOTOPYIO MOXHO C YBEPEHHOCTBIO CKa3aTb:
“Bce-Taku oHa BepTutcs!” PaccMoTpyM, Kak 3TO ObLIO
JI0Ka3aHo.

B paborax amepukaHckux 6moxuMuKoB Kamanpou,
Kpocca 1 ux coTpyIHUKOB [T 10Ka3aTeJIbCTBA Bpallle-
HUS CYyOBETMHUIIBI Y ObLT UCTIOIB30BAH OPUTUHATBbHBII
TTO/IXO/T, OCHOBAHHBIN HAa TPUMEHEHNY UCKYCCTBEHHBIX
XUMUYECKHX CHIUBOK MEXIy CyObeIVMHUILIAMU 3 U Y C
TOMOIIIbIO TUCYTbGUAHBIX (S—S) MOCTUKOB (pucC. 3, 4).
MeTtonaMu MOJIEKYJISIDHON T€HETUKU CYyObeNUHULBI [3
U Y YIaJI0Ch MOIU(PUIIMPOBATh TaK, YTO B Hy>KHBIE yda-
CTKY TTOJIMTIENITUIHBIX LIETel 3TUX OEJIKOB ObLITN BCTaB-
JIEHbI aMUHOKHUCJIOTHI (LIUCTEMHBI), KOTOPBIE COAepKaT
cyabdruapuiabHblie rpynmnsl (—SH). Mexay asTumu rpyr-
MaMu MOXeT 00pa3oBaThCsl KoBaJleHTHas cBs3b (—SH +
+ HS— — —S—S—). Takum criocoboM ynanoch npu-
IIUTh CYyObEAVHUILLY Y K CYObeAUHUIIE B U TEM CaMbIM
0JIOKMPOBaTh BO3MOXHOE BpallleHUe CyObeqUHULIbI Y
BHyTpU Komriuiekca F,. Kak mokazamm omsITsl, ¢ep-
MEHTAaTUBHAs aKTUBHOCTb KoMIutekca F| (ero croco0-
HOCTb ruaposnusoBaTb ATP) npu 3TOM ObLIa MOJHO-
cThlo NofasieHa. [IpeacraBum Tenepp, YTO MOCE TOTO,
Kak CIIMBKa MEXIy CyObeIMHUIIAMU [3 1 Y OblTa ciena-
Ha, S—S-MOCTHUK pa3phIBalOT, a 3aT€M CITIyCTsSI HEKOTO-
poe BpeMsl [IelaloT HOBYIO CIIMBKY. 3a MOJOXEHUEM
CTapbIX ¥ HOBBIX MOCTMKOB B MoJieKyJie F; MoxHo cre-
JIATH C TIOMOIIBIO MEYSHBIX (pPaTlOaKTUBHBIX) aTOMOB.
IloHATHO, YTO B cly4yae MOKOSIIEHCs CyObeNUHULIBI Y
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Puc. 3. Cxembl, nnnioctpupytoLwime cnocobbl goka-
3aTenbCTBa TOro, 4To cybbveanHuua y ATPCUHTa3bI
BpaLlaeTcs: A — n3MeHeHue NonoxeHus ancynbduna-
HOro MocTuka (S—S) B peadynbTaTe NOBOPOTOB CyOb-
€[VHULBl BHYTPU LIEHTPanbHOW MOsoCTH KoMiekca
F,; b — BpaleHne akTMHOBOIO XBOCTA, MPUKPENIeH-
HOrO K KOHLY CyObeanHuLbl Y Monekynbl F,, koTopas
OoTAeNneHa oT membpaHbl 1 3adukKcupoBaHa Ha noj-
JIOXKE C NMOMOLLLbIO CNeLmaibHbIX XBOCTUKOB

MOCJIe TIOBTOPHOM CIMUBKUA S—S-MOCTHK OCTAaHETCS B
HMCXOMHOM TToioxkeHuU. OMHAKO B TOM cliydae, eciu
MocJie pa3pbiBa S—S-MOCTHKA B X0 pabOThI (hepMeHTa
MPOU30IAET MOBOPOT CYOBEAMHMIIBI Y, TO MOXKET 0Opa-
30BaThCsl HOBBIN S—S-MOCTUK MeXay CyObequHUIIEH Y
U Apyroii cyobenuHuLei . IMeHHO TaKylo KapTUHY U
HaOMI00aIN McclieaoBaTelv, Koraa pepMeHT padoral,
TO ecTh ruapouzoBan ATP. Okazanock, YTO HOBbIe S—
S-MOCTUKM 00Pa30BBIBAIMCH MEXIY CYyObETUHULICH Y 1
BCEMHM TpeMsl CyObeTMHUIIAMU [3 haKTopa COMPSTKEHUS
F, (puc. 3, A); aT0T (haKT CBUAETENLCTBYET O BpallleHUN
cyobearHuLb Y Bo Bpemst padotsl F, . [TokazaHo Takxke,
yto BpamieHue poropa ATPcuHTa3bl mpoMcXomuT He
ToNbKO Iipu runaponmie ATP n3onmupoBaHHBEIM (hakTO-
poMm F,, HO 1 B ycnoBusax cuHre3a ATP meMOpaHHOI
ATPcuHTa30i1 B HATUBHBIX CUCTEMAX.

B pa6orax Hemenkoro 6modusnka B. FOure u ero
COTPYIHUKOB ISl PETUCTpallMyd BpallaTeJIbHOTO JABU-
>KEHUS CyObeTUHULIBI Y ObLT UCITOJIb30BaH ONTUYECKUI
METO/I, KOTOPBIl TTO3BOJISIET M3y4aTh MOJBMXHOCTh
crieMaabHOM XMMUYECKOM METKU, IIPUCOEIUHEHHOM K
cyobenuHuile y. B kauecTBe MOJEKYISIPHOTO 30HIA,
CUTHAJIU3UPYIOIIETO 3KCIEPUMEHTATOPY O BPALLIEHUU
CyOBenMHUIIBL Y, ObUT MCTIOJIb30BaH KpacuTelb 031H.
Monmnekyny KpacuTesist XMMUYeCKUM CTIIOCOOOM MPUIIIU-
BaJIU K cyObeAMHULIE Y, B TO BPEMSI KaK caMy IJI0Oy1y
(ap), obe3nBrXKUBaNIK, IPUKPETLISIS €€ K MOHOOOMEH-
HO#l cMojie. 3a U3MEHEHUEM OpPMEHTALIMM MOJIEKYIT
KpacuTesisi HabaoJaiu C TOMOIIBI0 30HIMPYIOIIETO
JIyda HOJISIpU30BaHHOIO JlazepHoro cBera. OOHapyxe-
HO, YTO XapakTepHOE BPEeMsI U3MEHEHUS OpUEHTALlMU
MOJIEKYJIBI 30H/1a, XKECTKO MPUILIUTOM K CyObeAMHUIIE Y,
cocrasisier (100 Mc, 9TO MpaKTUYECKHM COBIIAZaeT CO
BpeMEeHeM TMApOoJir3a oaHoi MoieKyabl ATP uzonupo-
BaHHBIM (hepMeHTOM. BaxkHO OTMETHUTh, YTO BpallleHHe
CcyOBeIMHULIBI Y HAOIIOMAeTCsl TOJIBKO B cliyyae pabo-
Tapliero gepmMeHTa, TO €CTh Koraa OeTKOBbI KOM-
miekc F, runponusyer ATP. B npucyrctBun UHruouro-
pa, npensitctByouiero ruapoausy ATP, BpameHus He
TPOVICXOIUT.

OnHako caMbIM BIEYAT/ISIONIUM J0KAa3aTeIbCTBOM
TOTO, 4TO CyOBeNWHUIA Y ACUCTBUTEIbHO KPYTUTCS B
xojie paboThl hepMeHTa, CTajia 3aMeyaresibHasi padora,
BBITTOJIHEHHAs! HENABHO TPYIIION ATOHCKMX MCCIIEN0-
Bareneit [5, 6]. Kunoiure, Mommae u ux coaBTopam
BIEPBbIC yIAJIOCh HEMOCPEIACTBEHHO YBUICTh Bpallle-
HUE CyOBEeNMHUIIBI Y C TIOMOIIBIO (hJIyOPeCIIEHTHOTO
MHKpocKora. Kak MoXHO pa3misiieTh BpallieHue poTo-
pa, IMaMeTp KOTOPOIro COCTaBIISIET BCEro JUllb 1 HM ?

YT00bI HAOMIONATH 32 BpallEHUEM CYObEIUHULIBI Y,
K € OCHOBaHMIO, BBICTYMAMOLIEMy 13 KoMmIuiekca F,
SIMTOHCKME YUeHble IPUKPENWIN CeIIMaIbHbI MaKpo-
MOJIEKYJISIPHBIN Mapkep — (parMeHT HUTHU akTUHa (Oe-
JIOK, BXOJSILIMIA B COCTAB MBILIL) IJTUHON OKOJIO OTHOTO
MMKPOHA, KOTOPBII, B CBOIO OUepeib, ObLI TOMEUEH MO-
JIeKyJ1aMu (payopecuupyloliero kpacuress. OcTaabHyIO
4yacThb OTHEJIEHHOH OT MeMOpaHbl MoJeKysbl F, obes-
JMBVDKUJIH, TIPUIIUB K CYOBSAVMHUIAM [3 CITeIIUaIbHBIC
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XBOCTHKM, C TOMOIIBIO KOTOPBIX F, Mpukpenwuim K He-
noaBrKHO# mognoxke (puc. 3, 5). Ha6monmas ¢ mo-
MOIIIbI0O MUKPOCKOIIa 3a M3MEHEHHEM ITOJIOXEHMS
dayopecuupyolieit HUTU aKTUHA, KECTKO CB3aHHOM
cyObeNUHUILIEH Y, YIaT0Ch HEMOCPENCTBEHHO YBUAETh
ee BpameHne! OKa3anock, 9TO B Xo1e paboTH pepMeH-
Ta, rugponusyioiniero ATP, akTMHOBEBII XBOCT KPYTUTCSI
MPOTUB 4yacoBoi cTpenku!! KpyTuTcsi UMEHHO B TOM
HampapJeHUM, KOTOPOe ObLIO MpeACcKa3aHO Ha OCHO-
BaHUU CTPYKTYPHBIX NAHHBIX, MOJYYEHHBIX TPYIITON
Ix. Yokepa!!! Tak BriepBble ObUIO HATJISIAHO IIPOJAEMOH -
CTPUPOBAHO BpallleHWE CaMOro MaJeHbKOTrO M3 BCeEX
M3BECTHBIX B TIPUPOJie MOTOPOB. BMecTe ¢ 3TuM B HayKe
OKOHYATEJIbHO YTBEPAMIOCH HOBOE TTOHSATHE — Bpallla-
TeJIbHBIN KaTaau3 (aHIJI. — rotary catalysis). BpaieHue
AKTMHOBOTI'O XBOCTa MOJIeKy10i F, Ob10 CHSTO Ha MJIeH-
KY ¥ IPOM3BEJIO CUJIbHEIIIIee BIieyaTieHre Ha BeeX, KO-
My TIOCUACTIIMBWIIOCH YBUIETh BHICOMWIBLM O paboTte
3TOTO YAMBUTEIBHO KPACHBOTO, HEOOBIYHOTO U OYEHb
BaXXHOT'O MOJIEKYJISIPHOTO MOTOpA.

B nanpHeiiem ObUIO MOKAa3aHO, YTO Mosiekyna F,
BpallaeT aKTMHOBBI XBOCT NUCKPETHBIMU CKAUKaAMU C
marom, paBHbeIM 120° [6]. OnuH ckadok Ha 120° comnpo-
BOXIAeTCsl TMAPOIU30M oaHOil Mojekyabl ATP. Ilpu
3TOM CPEIIHSISI CKOPOCTh BpallleHUsI MOTOPA 3aBUCUT OT
Harpy3Ku: YeM JJIMHHee aKTUHOBBIA XBOCT, TeM OOJIbILIE
TUIPOINHAMMYECKOE COITPOTUBIIEHUE M COOTBETCTBEH-
HO TeM pexe MPOUCXOISIT CKauKOOOpa3HbIe TOBOPOTHI.
MHbIMU clioBaMM, YeM Bblllle HArpy3Ka, TeM MelJIeHHee
KpyTutcs Motop. [1pu oTCYyTCTBMY NCTOYHKMKA SHEPTUU
(xorma cucrema He comepxkaia MoueKyn ATP) perymsap-
HOTO HAaIpaBJIeHHOTO BpallleHUs CYObeIWHUIbI He
MPOMCXOOWIO, a HaOJIOAANUCh JIMILB OYEHb PENKHe
cJlyyaliHble MOBOPOTHl B 000MX HalpaBlIeHUsIX, 00yc-
JIOBJICHHBIC TETUTOBBIMU IBVKCHUSIMMU.

3aMevaTeIbHbIM KaueCTBOM BPAaIIAIONIETOCs MOTO-
pa ATPcuHTa3bl IBJISETCSI €r0 MCKIIOUUTEIBHO BBICO-
kuii KoadduimeHt nonesnoro aevicreust (KI1I). To-
KazaHo, YTO paboTa, KOTOPYIO COBEpIIaeT MOTOp NP
TMOBOPOTE aKTUHOBOTO XBOCTa Ha 120°, MOYTH B TOYHO-
CTH paBHA HEPruM, 3anaceHHoi B Mojiekye ATP. Oto
o3HauaeT, 4yto KITJI paboTsl MoTOpa 6;1130K K 100%.

B 1abj1. 1 npuBeaeHbl CpaBHUTEIbHbBIE XapaKTepuC-
TUKU Pa3IMYHBIX MOJIEKYJIIPHBEIX MOTOPOB, BCTpedalo-
IIMXCS B XXKMBOM KieTke. BunHo, uro ATPcuHTaza aBis-
€TCsI CBOETO po/ia PEKOPIACMEHOM CpeIr MOJIEKYISIPHBIX
MOTOPOB cBoeil “BecoBoit Kareropuu”. 1o adpdexTrn-
HOCTU paOOTHI M pa3BMBAaeMOIl €10 CUJIC OHa CYIIEeCT-
BEHHO IIPEBOCXOIUT BCE M3BECTHBIE B IIPUPOAEC MOJIE-

KyJIsSIpHble MOTOpBI. Tak, Hampumep, MaKCUMaslbHas
cuja, co3maBaeMas Mpy paboTe OJHOr0 MHUO3WHOBOTO
MOCTUKAa aKTOMHUO3MHOBOTO KOMILIEKCA MBIIIEUHBIX
BOJIOKOH, coctasnser f,, . = 3—5uH (1 nH = 1072 H).
BpaniarensHbIil MOMEHT, co3naBaeMblii MoneKysoi F,
3a cuer rumponms3a ATP, mocturaer BemmuuHbl M =
= 40 nH Chim. Eciu yuecTb, 4TO paguyc » Bpalalonieii-
cs1 CyOBeIMHUIIBI COCTABSIET #= | HM, TO cuJa f, pa3BU-
Baemas Monekynoi F,, 6yner pasHa f = M/r= 40 nH.
OkasbIBaeTcs, 4To Moyiekyna F, mpuOnu3ureapHo B
10 pa3 cuiibHEE aKTOMUO3UHOBOTO KOMILJIEKCa — MOJie-
KYJISIPHOM MalllMHbI, CTIEMATU3UPYIOLIEHCS B KJIeTKax
U pa3JIMYHBbIX opraHax Ha “TpodecCuoOHaTbHOM” BbI-
TTOTHEHUH MeXaHW4YeCKoM paboThl. TakuM o6pa3om, 3a
COTHU MUJUIMOHOB JIET JI0 TOTO, KaK MOSIBUJICS YeJIOBEK,
KOTODBII U300pesT Kojieco, MperMyIlecTBa Bpaliareib-
HOTO XapaKTepa ABVKEHUS ObLIN YCTIEITHO pealn30Ba-
Hbl [Iprpomoit Ha MOJIEKYJISIPHOM YPOBHE.

MpoToHHbIN KaHan ATPcuHTasbl

Bpamenne poropa ATPcuHTa3bl IIpOMCXOAUT KakK
npu ruapoanie ATP, tak u B ycinoBusix cunte3a ATP.
Cuna, npuBongias B ABKeHue porop ATPcuHTa3®bl,
paboraromieii B pexxnme cuHTe3a ATP, Bo3HMKaeT 3a
CYET T0TOKA MPOTOHOB, MPOTEKAIOIINX Yepe3 CIeIy-
aJbHBIN KaHall. biokupoBaHWe TPOTOHHOTO KaHaja ¢
IMIOMOIIbIO MHIMOUTOpa (AULIMKIOKAPOOAUNMMUL), Neii-
CTBYIOIIIETO HA ONHY M3 CyOBEIMHUIL ¢ MEMOPAHHOTO
koMIiekca F;, oTHOBpeMEHHO MOAABISET BpalleHUE
poropa u cuate3 ATP.

IIpoTonHslit kaHan ATPcuHTa3bl pacmonoXeH Ha
rpaHulie MexXy cyobenuHuamu a u c. [1yts nepeHoca
MPOTOHOB BKJTIOYAET CJICAYIONINE CTPYKTYpPHBIE BJie-
MeHTHI (puc. 4, A).

1. JIBa TpOTOHHBIX “IOJIyKaHaja”, pacIioOoXeH-
HBIX B MeMOpaHHoOI yacTu AT PcunTrasel. OnquH U3 HUX
HaxomuTcs OrKe K TOM CTOpOHE MeMOpaHbI, KOTOpast
obOpaleHa B 001aCTh C MOBBIIIEHHOU KOHILIEHTpalueni
MOHOB Bojopozaa (0yaeM HasblBaTh 3Ty 00JIaCTh KHUC-
JIOTHBIM pe3epByapoM). DTOT MOJyKaHaJl 00eCcIIeYnBaeT
TOCTYIUIEHWE TIPOTOHOB K OIpene]eHHbBIM (DYHKIIMO-
HaJIbHBIM rpynnamF), pacrosoXXeHHbIM BHYTPY MOTODA.
Jlpyroii moaykaHaj, oOpalleHHbIN B IIPOTUBOIIOJI0XKHYIO
CTOPOHBI MeMOPaHBI, 00ECTIEUNBACT BBIXOM TIPOTOHOB B
001aCTh ¢ MOHMXKEHHOI KOHLIEHTpaLel HOHOB BOJO-
pona (1eaouHoii pe3epByap). CunTaeTcsi, YTO MOJyKa-
HaJIbl HE CBsI3aHbI IPYT C APYIOM HEIOCPEACTBEHHO,
MTOCKOJIbKY OHU PACITONIOXKEeHBI HECOOCHO, TO €CTh CMe-
IIEHBI APYT OTHOCUTEIBHO PYTa.

Taoauna 1. CpaBHUTEIbHBIE XapaKTEPUCTUKU MOJIEKYJIIPHBIX MOTOPOB (ITO TaHHBIM [6])

Mortop/IlyTh Ilar Makc. cuna Maxkc. KIT Cnoco0 IBUKEHUS
Muo3uH/AKTHH [NepemeHHBII 3—5nH 20 % Laru, npeixku (6er)
Kunesun / MukpoTpy6ouka CwmelleHue Ha 8 HM SnH 050 % laru
PHKmnonumepasza/JHK Cwmenienue Ha 0,34 HM 14 nH 120 % IMonzanue (?)

a-, B- u y-cyosenunuus F, IToBoport Ha 120° 40 nH Cam 100% Bpaienue

TUXOHOB A.H. MONEKYJIFAPHBIE MOTOPbI. YacTb 1. Bpaujatowmecss MOTOpbl XXMBOW KIETKU



Puc. 4. lNyTb nepeHoca npoToHOB 4Yepe3 ATPcuHTa-
3y. BBepxy — umnmHapuyeckme CTpyKTypbl CUMBON-
3UPYIOT MPOTOHHBLIE KaHaslbl, YepPe3 KOTOPbIE MOHbI
BOJOPOAA NOABOAATCS K CyObeAMHMLLAM C CO CTOPO-
Hbl KACNIOTHOrO pe3epByapa M OTBOASITCSH OT HUX B
CTOPOHY LLIENOYHOrO pesepByapa. BHM3y nokasaHa
CcxemMa BO3MOXHOI0 pacrofioXeHMs NPOTOHMPYEMBbIX
rpynn Ha cybveauHuue a (Arg 210) n cybbeamHmuax
c potopa (Asp 61). AMMHOKMCIOTHBIN ocTaTtok Arg 210
3apskeH nonoxutensHo. KapbokcunbHaa rpynna
aMUHOKMCNOTHOro octatka Asp 61 MOXeT HaxoauTbCs
B [BYX COCTOSIHUSIX: NPOTOHMpoBaHHOM (R—COOH) n
nenpoTtoHupoBaHHoM (R—-COQ"). 3apsa kapbokcuib-
HOW rpynnbl 3aBUCUT OT €€ MOJIOXKEHNSI OTHOCUTESb-
HO BEPXHEr0 M HUXHEro NPOTOHMPOBOASLLMX KaHa-
noB. MNpu KOHTaKTe 3TON rPynnbl Yepes HMXKHUI KaHan
C KUCNOTHBIM pe3epByapoM, rae KOHLEeHTpaunus no-
HOB BOJOPOAA MOBbIWEHa, kapbokcunbHas rpynna
npoTtoHupyetca (R—-COO™ + H* —— R—-COOH). Kap-
fokcunbHaa rpynna, pacnofioxeHHas B6AM3N OT
BEPXHEr0 KaHasa, 06paLLeHHOro B CTOPOHY LLIEOY-
HOro pes3epByapa, AeNPOTOHNPYETCS — NPOTOH AUC-
COLMMPYET 1 YXOOAMUT HapyXy, B pe3ynbTaTte 4yero Kkap-
B6oKCUNbHas rpynna CTaHOBUTCS 3apsKEHHOW OTpuU-
uaTenbHO. 3a CYET B3aMMOOENCTBUS 3aPSdKEHHbIX
rpynn cy6beamHuL, ¢ U a NpPoMCXoamMT CMeLleHne
6enkoBbIX cyobeamHul, ATPCUHTa3bl Apyr OTHOCU-
TenbHO gpyra. B pesynbTate nepmognyeckmx cme-
weHnin cybbeamHuy, ¢, 0BGYCNOBMEHHbBIX MOTOKOM
NPOTOHOB Yepe3 NMPOTOHHBIN KaHas, MPONCXOOMUT Mo-
BOPOT CyObeanHuLbl Y, MOrPY>KEHHOW B KOJbLO U3
cybbeanHuy, ¢

2. Konb1io u3 cyonsenunuil ¢. Kaxnast u3 aTux cyob-
eIMHUII B CBOEH IIEHTPATbHOM YaCTH COACPKUT ITPOTO-
HUpyemylo KapookcuibHyio rpymnny (R—COOH), ko-
Topast ClocoOHa MPUCOETUHThH MPOTOH U3 KUCIOTHOM
obnactu (R—COO™ + H* —> R—COOH) u otgasath
ero B menoyHyto oomacte (R—COOH — R—COO™ +
+ H") 4epe3 COOTBETCTBYIOIIME TPOTOHHBIE KAHABI.

I[maBHy10 pojib B paboTe MPOTOHHOIO KaHaja
ATPcuHTa3bI UTPAIOT aMUHOKUCIOTEL CYOBEIMHUIL a 1
¢, cofiepkaliire IpoToOHUpPyeMble TpyIibl. [IpoToHupy-
€Mble aMUHOKHUCJIOTHbIE OCTATKU CIOCOOHBI YAEPXKU-
BaTh ITPOTOHBI 1 TiepenaBaTh ux aApyr apyry. B ATPcun-
Taze TaKUMU TPYIIIAMU SIBJISTIOTCS aMUHOKMCIIOTHBIC
OCTaTKM acIlaparvHOBOM KMCIOThI (Asp), aprMHMHA
(Arg), ructuauHa (His) u mIOTaMMHOBOM KMCAOTHI
(Glu). Y E. coli xiitoueByto poJjib B IIepeHOCE MPOTOHOB
yepe3 ATPcuHTa3y urpaet KapOoKCUIbHas TpyIIIia ac-
MaparuHOBOI KMCJIOTHI, pacoJ0XEHHO! Ha CyObeIM-
Huue ¢ (Asp 61, uudpa 61 obo3HaYaeT MOPSIAKOBBII
HOMEpP aMUHOKMCJIOTHI B MOJIMTIENTUAHOMN LIETIH CyOb-
eAVHULIBI ¢, OTCUNTBIBAeMBbIii ¢ N-KOHIIA MOJICKYIbI
Oenka). biiokupoBaHue 3TOif aMUHOKUCIOTHI MHTUOM -
TOPOM (IULIMKIOKApOOIUMMUI) WK 3aMeHa Asp 61 Ha
IPYTyI0 aMUHOKHUCJIOTY TTyTeM calT-crienupuiecKoro
(HarpaBJICHHOTO) MyTareHe3a ITomaBisieT (epMeHTa-
THUBHYIO aKTUBHOCTB. B TO ke Bpemst MyTaiius, pu Ko-
TOPO¥ TPOUCXOOUT ITEPEMELLIEHNE aCIIaparuHOBOM KHC-
JIOTBI C OJHOM O-CITUPaI CYObeIMHUIILI ¢ HA APYTYIO
(Xaxmast cyObeAMHULIA ¢ UMEET BUI IITWIIBKU, COCTOSI-
1LIe#1 U3 ABYX O -CIMpaeil, IIOrpy>kKeHHbIX B MEMOpaHY),
MPaKTUYECKU He BIMSIET Ha pabOTy MPOTOHHOTO KaHasa.
Bropoii BaxkHOIT aMUHOKMCIIOTOM, CBSI3aHHOM C IIEpeHO-
COM IIPOTOHOB, sSIBJIsIeTCs apriuHuH (Arg 210), BXOmSIIIIA
B cocTaB cyobenuHulIbl a (puc. 4, ). B mepeHoce mpo-
ToHOB yepe3 ATPcuHTasy, mo-BUAMMOMY, YYaCTBYIOT U
Npyrue aMUHOKMUCJIOTHBbIE OCTaTKU CYOBbEIWHUIIBI 4,
OITHAKO MX POJIb B CO3MaHMM BpallaTeJIbHOTO MOMEHTA,
TIPYBOJSIIIETO POTOP BO BpallleHWe, HE CTOJIb CYIECT-
BeHHa, Kak Asp 61 u Arg 210.

CxeMa BO3MOXHOTO PacIoJIOKeHUsT (YHKITMOHATb-
HBIX IPYIII Ha GEIKOBBIX CyObeIMHULIAX [, U TTOCTIEeN0BA-
TEJIbHOCTb MPOLIECCOB, B pe3y/ibTaTe KOTOPBIX MEePeHOC
MIPOTOHOB Yepe3 [, moka3aHbl Ha puc. 4. HekoTtopsle uc-
cJenoBaTe I CUYMTAIOT, YTO TMIePEeHOC TTPOTOHA OT HUXK-
Hero noJjyKaHajla B BepXHEMY CBsI3aH C BpallleHueM
BCETo KoJiblia, 00pa30BaHHOTO CYyObeAUHULIAMU ¢ (Ha
puc. 4 3TOMY COOTBETCTBYET BpallleHUE KOJIblia TPOTUB
4acoBOI cTpenku). JlaHHasI TUTIOTe3a, OMHAKO, ellle He
MoJyyeHa 9KCIePUMEHTATLHOTO MOATBEPXKACHUSI.

JBmxenue mporoHOB 4Yepe3d ATPcuHTazy moxer
TIPOMCXOIUTh HE TOJIBKO 3a CYET Pa3HOCTH KOHIIEHTpA-
LIMiA MOHOB BOAOpoAa MO 00e CTOPOHBI MEMOpaHbI, HO
TaKXe MoJ ICHCTBUEM Pa3HOCTU 3JIEKTPUYECKUX TOTEH-
uuasnoB. Eciau anekTpuyeckuil MOTeHIMal CO CTOPOHbI
Komruiekca F, HiKe, 4eM ¢ IPOTHBOMOIOXHON CTOpPO-
HBbI, TO MOJ ACWCTBUEM JIEKTPUUECKOTO TOJIs, HalpaB-
JIEHHOTO Monepek MeMOpaHbl B CTOpoHY F,, BO3HUKHET
MoToK NpoToHOB Yepe3 ATPcunTazy. [TonoxuTtenbHbli
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MOTEHILIMAJI CO CTOPOHBI HUXKHETO TMoJlyKaHasla Oyier
CcrMocoOCTBOBATh MPOTOHUPOBAHUIO, & OTPULIATETbHBII
TMOTEHIIMAJI CO CTOPOHBI BEPXHETO TMOJIyKaHala — JieT-
POTOHUPOBAHUIO KAPOOKCUIIbHBIX TPYIIIT CYOBEAMHULI C.
IMonnepxuBasi Ha MeMOpaHe IOCTAaTOYHO BBICOKYIO
Pa3HOCTh BJIEKTPUYECKUX TMOTeHIIMANOB (Ad) MOXHO
3aCTaBUTh MOTOP BpAIATLCS JAaxke MPH OAMHAKOBBIX
KOHLEHTpAIIMSIX MOHOB BOAOPOAA MO 00€ CTOPOHbI
MeMOpaHbl. Kak rpaBuio, 17151 3TOro I0CTaTOYHO CO3/1aTh
Ha MeMOpaHe pa3HOCTh noTeHImaroB Ad [1180—200 mB.
WHTepecHO, YTO CYIIECTBYIOT OaKTepUM, Y KOTOPBIX
ATPcuHTa3bl UCMOIB3YIOT SHEPTUIO HE TTPOTOHHOTO, a
HaTpHeBOro IoTeHmana [1, 2].

O06beM paboThl, KOTOPYIO ITpon3BoasIT AT PcrHTa3bl,
rmopaxkaeT TpaHIMO3HBIMU Maciutabamu. Kak 3aMeTun
I1. boiiep, obmasa macca monekya ATP, cunre3upyeMbix
B OpraHM3Me B3pOCJIOro YeJIoBeKa B TeUeHHE CYTOK, CO-
MOCTaBUMa C Maccoil caMoro yesioBeka. B aToM HeT Hu-
Yero cTpaHHOro. B opranmsMe MayT MHOTOYMCICHHEIE
OMOXMMUYECKHE TPOILECCHI, B Xoae KOTOphiX ATP mH-
TEHCUBHO pacxoayeTcsi. [ToaToMy, YTOObI OpraHU3M MOT
KUTb, ero ATPcuHTa3bl BBIHYXXIEHBI KPYTUThCS, CBOC-
BPEMEHHO BOCTIOJIHSIS 3armachl MojieKys1 ATP.

Krytunk

A
BakTepuns —
BHewHas
cpepa
KryTnk ~_
BHewHas
MembpaHa

Benkn
Mot A, B

BHyTpeHHaa
MembpaHa

BPALLAIOLWMECS 3NEKTPOMOTOPbI BAKTEPUM

s Toro 4toObl MjaBaTh, OAKTEPUU C MOMOIIBIO
CITeIMAJTbHBIX 3JIEKTPOMOTOPOB BPAIIAlOT CBOU XKTYTH-
ku [2]. Tak, HarpuMep, ¢ TOBepXHOCTU OakTepuu E. coli
HapyXy BBICTYNAOT MPUOIUZUTEIBHO IIECTh XIYTH-
KOB, KaXIIbIil 13 KOTOPBIX MPEACTaBISIET COOO0I crimpa-
JIEBUJIHYIO HUTb AUAMETPOM 15 HM u utnHoit 10 MKM.
Korma XryTMkd HauyMHAIOT CUHXPOHHO BpallaThCs
TIPOTUB YaCOBOM CTPEIKY, OHU CILIETAIOTCS B €AUHBIN
My4OK, KOTOpHI oOpa3yeT CBOeOOpa3HbIi IpOTeIiep
(puc 5, A). BpaieHue mporneiiepa co3aaeT CUILY, 3a-
CTaBJIAIONIYIO OAKTEPUIO TBUTATHCS TTOYTH TIO TIPSIMOI
suHuu. [locie Toro Kak HanpaBjieHUe BpalleHUs KTy-
TUKOB M3MEHSIETCSl Ha MTPOTUBOIIOJIOXHOE, My4yOK pac-
TieTaeTcsl U OaKTepysi OCTaHABIMBAETCSI, BMECTO IT0-
CTYpaTeJbHOTO JBUXKEHUSI OHA HAUYMHAET XaOTUYeCKU
BpalllaThCsl, €¢ OpUEeHTALUsI U3MEHsIeTCsI. B TOT MOMEHT,
KOT/1a BCE XKTYTUKU OaKTEPUM CHOBA HAUYHYT CHUHXPOHHO
BpalllaThcsl MPOTUB YaCOBOI CTPESIKKM, 00pa3oBaB Mpo-
TieJiep, TONKAIOIINI 6aKTeprIo, HalpaBJieHUE €€ TTOCTY-
MaTeIbHOTO ABMXKEHUST OyIeT OTIMYaThCsl OT MepBOHA-
yasibHOro. Taknum crnocobom 6akTeprst MOXET U3MEHSITh
HampaBJeHue cBoero ABWXeHus. Kak M TpOoTOHHbBIE
ATPcuHTa3b1, 31EKTPOMOTOPBI OAKTEPUIA SIBIISIIOTCS YC-

BHyTpeHHas
mMembOpaHa

Mot

H*

Puc. 5. A — cxematuyeckoe M3o06paxeHne 3NeKTPOMOTOPa, BPALLAKLLErO XryTukn GakTepuil. LLleHTpbl ABYX COOCHbIX
amnckos (M 1 S) coeamHeHbl C BpalaloLMMcs CTEPXHEM, BbICTynalowmum Hapyxy. Ha nepudepun ancka M HaxopaTcs
MOTOpHBbIe 6enku Mot B. Benku Mot A BCTpoeHbl B MeMOpaHy 1 MPUMBIKAIOT K KpasiMm AMCKOB M 1 S; 6 — cxema BO3MOX-
HOro pacnonoxenusi cyébeamHuny, Mot A u Mot B, o6pa3syioLumx kaHanbl, 4epes KOTopble MPOTOHbI U3 NepuniasMmaTnye-
CKOro NPOCTPaHCTBA NEPEHOCHATCS B LMTOMNNa3My 6aktepuanbHon kKnetkm (Mogudukaums pucyHka ud kHurn: Stryer L.,
Biochemistry. N.Y.: Freeman and K°). Bpaliatowwmin MOMEHT, BbI3blBaIOLLMIA NOBOPOT PpOTOPa MOTOPA, BO3HUKAET 3a cHeT
B3aumopelicTems cybbeanHmL, Mot B ¢ 6enkoBbiMu cyobeamHuiuamm Mot A, pacnonoxeHHbIMY Ha CTaTope 3n1ekTpoMoTopa
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TpOCTBaMU, KOTOPbIE B KAYECTBE MCTOUHUKA SHEPTUU
HCIIONB3YIOT Pa3HOCTb TMPOTOHHBIX TMOTEHIIMAJIOB Ha
LUTOILIa3MaTu4decKoii MemopaHe. [IpuHIIUIIBI pabOThI
ATPcuHTa3bl 1 6aKTepraabHOIO MOTOpPa OAVMHAKOBBHI,
XOTSI CaMU 3TU KOHCTPYKIIMM Pa3IMYaroTCs 10 CBOUM
pa3mepaM 1 ycTpoiicTBy. CxeMaTHuecKoe N300pakeHre
0aKkTepHaJIbHOTO MOTOpa IT0Ka3aHo Ha puc. 5. Motop
COCTOUT M3 POTOpa, CTaTOpa MU HEKOTOPHIX BCIIOMOTa-
TEJIbHBIX OCJIKOBBIX CYOBEIMHUII, BHITIOJHSIIOIINX POJIb
TTOAIIUITHYKA, BHYTPU KOTOPOTO BpalllaeTCsT CTEPKEHb
potopa (00 ycTpOICTBE U MeXaHM3Max pabOThl OaKTe-
PHMaIBHOTO 3JIEKTPOMOTOpPA CM. ToapooHee [2]). Bax-
HBIMU y3JIlaMHM 0aKTepUaIbHOTO 3JIEKTPOMOTOpPA SIBJISI-
IOTCS Ba COOCHBIX IOHCKa (Ha3piBaeMbie M- m S-
NMMCKaMH), LIEHTPhl KOTOPBIX COEIMHEHBI C Bpallalo-
IIMMCSI CTEPXKHEM, BBICTYMAIOIMM Hapyxy. Ha nmepu-
depuu nucka M HaxomsITCSI MHOTOUYMCIIEHHbBIE KOTIUK
Oenka, HazBaHHOTO Mot B. Heckonbko Konuii Genka
Mot A, BXOISIIIETO B COCTaB CTaTOpa, BCTPOEHbBI B MEM-
OpaHy U MPUMBIKAIOT K KpasiM n1uckoB M u S. Mexa-
HU3M reHepaluy CUJIbI, TPUBOJSIIEN pOTOP BO Bpallle-
HUE, TTO-BUIMMOMY, UMEET Ty e TPUPOAY, YTO U B
ciyuyae ATPcunTassl. Bpamaiommii MOMEHT BO3HUKAET
3a CYeT B3auMOJeNCcTBUS cyobenuHul Mot B ¢ 6enko-
BbIMUM CyObenuHUIIAaMU Mot A, pacnoysiokeHHbIMU Ha
craTope 3ekTpoMoTopa. CunTaeTcsi, YTo B COCTaB CyOb-
ennHUIBl Mot A BXOIAT IBa HECOOCHBIX MPOTOHHBIX
nojykaHana. [lono6Ho mporoHHOMY KaHairy ATPcuHTa-
3blI, IMyTh TIEPEHOCA TTPOTOHOB Yepe3 MeMOpaHy MPOX0-
IIAT Yepe3 MTPOTOHHbIE TIOJTyKaHaIbl CyobennHuIl Mot A
u Mot B [2]. B pe3ynbTaTe mepeHoca mpoOTOHOB 4Yepe3
6enku Mot A u Mot B, HanpaB/ieHHOro BHYTpb OaKTe-
pUAaIbHOM KJIETKW, MPOMCXOIUT BpallleHue poTopa.
OnuH NOJIHBIT 000POT POTOpPA CBSI3aH C TIEPEHOCOM Ye-
pe3 MmemoOpany okoio 1000 mpoTOHOB.

DNEeKTPOMOTOpPBI OaKTepuil padOTalOT O4YeHb -
dexTuBHO. BakTepuu mi1aBaioT co CpeaHeN CKOPOCThIO
OKOJIO 25 MKM/C, HO HEKOTOPbIE BUJIBI MOTYT JIBUTAThCS
MOCTyNnaTeIbHO CO CKOpocThio Oobiie 100 MkM/c. DTO
03HauaerT, u4To 3a OIHY CEKyH/ly OaKTepusl epeMeiaeTcst
Ha paccTosiHUE, KOTOPOe B JAECITh WIM OOJIblIee YUCIO
pa3 TpeBbIIIAET €€ COOCTBEHHYIO UIMHY. JII0OOMBITHO
MPOBECTU aHAJIOTUIO C IBWXKEHUEM CUCTEM MaKpOCKO-
OU9IecKUX pa3MepoB. Hampumep, eciiv ObI IUTOBIIEBI ITpe-
0/10JIeBaJIv 32 OJHY CEKYHy pPacCTOSIHUE, Ha MOPSI0K

MpeBbIIIAIIee UX COOCTBEHHBIM POCT, TO CTOMETPO-
BYIO JOPOXKY TUIaBaTeIbHOTO OacceifHa OHM ObI IPO-
IUIBIBAJIY IPUOIM3UTEIBHO 32 5 ¢. OOBIYHO 2JIEKTPOMO-
TOp GaKTepuii BpalllaeTcsl Co CKOPOCThIO, JOCTUTAIOIIEH
50—100 060pOTOB B CEKYH/Y, OAHAKO Y HEKOTOPBIX BU-
OB OakTepuii CKOpPOCTh BpamieHus1 npesbiraer 1000
000pPOTOB B CEKYHIY. DIEKTPOMOTOPHI, KOTOPHIE MOIYT
TakK OBICTPO BpalllaTh XT'YTMKW OaKTepuil, O4eHb KO-
HOMMYHBI — OHM MOTPeOIAIOT He Gojiee 1% sHepreTu-
YECKUX PeCypCcoB OaKTepuaTbHOM KIETKH.

PaccMOTpeHHBIMU NTPYMeEpaMu He OTpaHUYMBAETCS
BCce pazHOoOpasue BpalllalolMXCsl MOTOPOB, KOTOpbIE
BcTpeyvatoTcs B rpupoje. CyliecTByoT 0akTepuu, y Ko-
Topbix AT PcrHTa3bI MCITOJIB3YIOT Y9HEPTUIO HE TPOTOH -
HOro, a HaTpueBOro noreHuuana [1, 2]. Mayyenue mMo-
JIEKYJISIPHBIX MOTOPOB TIPOJOJIKAETCSI; HECOMHEHHO,
YTO AaJIbHEHIIINE WCCAENOBaHUS TIOMOTYT HeTajibHee
BBISICHUTh MEXaHU3MBbI UX paOOTHI.
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AnekcaHgp HukonaeBuny TUxXoHOB, [OKTOP pu3n-
KO-MaTeEMaTUYECKNX HayK, Npodeccop, MaBHbIN Ha-
Y4HbI COTPYAHUK Kadeapbl 6UMoPU3NKN Granyecko-
ro dakynbteta MIY. O6nactb Hay4yHbIX NHTEPECOB —
ornodunsmka hoTocuHTE3a, OMO3HEPreTnKa, MarHuT-
Has paguocnekTpockonus. ABTOp Tpex KHUr 1 bonee
140 cTaTein B 0TEHECTBEHHbIX U 3apyBEXHbIX HaYYHbIX
XypHanax.
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