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THE HISTORY OF BIOENERGETICS: MAIN STEPS

AnHomauus. TpeanoxeHa nNepuoamsaums u oxapak-
TEPU30BaHb! 3Tanbl (hOPMUPOBAHNS BUOIHEPTETUKN — Ha-
YK O MOMEKYNSpHbIX OCHOBAX dHEPreTnyeckoro obmeHa
XMBbIX cucTeM. BosHukHyB B 60-x rr. XIX CT. kak npuknag-
HOe HanpaBrneHue, 3aHMMatoLLeecsl BOMPOCOM Kanopuid-
HOCTW NUTaTeNbHbIX BELLECTB, OMosHepreTuka K 30-M IT.
XX CT. cTaHOBUTCA MCCneaoBaTenbekor obnacTblo buo-
XUMuM rmukonusa u abixanus. B 1930-x — 50-x rr. Obina
paspaboTaHa KOHLeNUmMs ablxaTenbHON Lenu, chopmynu-
poBaHa npobnema oKMCNNTeNbLHOro POChopUIMPOBaHNS.
BbiaBunyTas 8 1960-x rr. 1. MuT4ennom xemmocmoTuyec-
kasi Teopusi COMpSHKEHNS AblxaHus U (hocopunmpoBaHms
no3sonuna paspelwnTb LieHTparnbHylo npobnemy mexa-
HM3Ma paboTbl OblxaTeNbHOM Lenu 1 crnocobcTBoBana
ANCUMNAMHApHOMY 0hopMIEHNI0 BUO3HEPreTHKM.

Knroyesble cnosa: BroaHepreTuka, 3HEPreTUHECKMii
0OMeH, KOHLEeNUmMs AbIxaTernbHOA LEnW, OKNCIMTENLHOe
chocopunmpoBaHne, XeMMOCMOTUYECKAs TeOpUs CoMps-
XEHUS ObIXaHust M (0ChopUNMpOBaHHS.

Abstract. In the article periodization is proposed and
the steps of historical development of bioenergetics as the
science studying molecular basis of energy metabolism in
living systems are characterized. Bioenergetics, emerged
in the 1860’s as an applied branch investigating the “heat
content” in foodstuffs, in the 1930’s became an autono-
mous research field in biochemistry of glycolysis and res-
piration. In the 1930’s — 50’s the fundamental respiratory
chain concept was developed, and the problem of oxida-
tive phosphorylation was posed. Chemiosmotic theory of
the coupling of respiration and phosphorylation, invented
in the 1960’s by P. Mitchell, solved the central problem of
respiratory chain mechanism and shaped the bioenerget-
ics as the discipline.

Key words: bioenergetics, energy metabolism, respi-
ratory chain concept, oxidative phosphorylation, chemios-
motic theory of the coupling of respiration and phosphor-
ylation.

BI/I03HCPI‘CTI/IKa — HayKa O MOJIEKYIAPHbIX ME€XaHN3Max ITPpOLECCOB npe06pasoBaHI/m SHEPTUN

BHEIIHMX PECypCOB B XKVMBBIX CHCTeMax M e€ VICIIONIb30BaHMUA JUIA peannsaunuy 610IOrn4ecKmnx
bynkumit [2-4]. Victopus 6M03HepreTUKM OTpakaeT, Ha HAIl B3ITLAf, Hambolee CyliecTBeHHbIE
3aKOHOMEePHOCTY (pOpMMPOBaHNUA PU3NKO-XMMIYECKOI 6uonorui [5, 6] — CTO)KHOCTPYKTYpHUPO-
BaHHOJI 00/1aCTV COBPEMEHHOIO 3HaHMA, OXBATbIBAIOLIEN Mpo6/IeMbl XuMmM, 6noxuMny, 61modu-
3UIKY, MOJIEKY/IIPHOI M KJIETOYHON 6M0/IOrMY, TeHeTUKY ¥ MUKPOOMOJIOTHH, a TakoKe pAx QyH/ja-
MEHTa/IbHBIX IPOo0O/IeM MegVIMHCKMX HayK. ObmeTeopeTndeckuit GyHJaMeHT «HOBOII 6MOIornm»
HauMHaeT CKIaIbIBaTbCA BO BTOpoii monosyHe XIX B., KOraa B XMMuUM ObITa CO3/jaHa TeOPUS CTpOe-
HIA U pa3paboTaHa METOIOJIOTNA SKCIIePYMEHTA/IbHON POBEPKY €€ IOI0XKEHNIT — OpTaHNYeCKIIT
cuHTe3. ITOT 1porjecc, o mHeHno A.H. IllammnHa, He CBOAM/ICA K IeperpynnupoBKe 971eMeHTOB
XUMUM IPUMEHNUTETbHO K OMOJIOTMYeCKMM OOBEeKTaM, HO COIPOBOXKHA/ICSA BO3HMKHOBEHMEM B
30He B3aMMOJEICTBMA XMMUY ¥ OMOIOTUY IPUHIMINMAIBLHO HOBOJ IO3HABATE/IbHOI CTPYKTYPBI,
obagaromiell BceMy XapaKTepUCTUKaMM 00eMX HayK ¥ BMeCTe C TeM TeHJIEHLMell K BBIpaboTKe
COOCTBEHHBIX KOHIIETIINIT ¥ COOCTBEHHON MeTOHO/IOTMM, MMEIMNX 001e61onornieckoe sHade-
Hue [5]. B popmupyromericsa 6uoxumum BTopoit nomosuHbl XIX ct. - Havana XX CT. onpepenéH-
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HO COZIEPIKa/ICh VM MCTOKM OMOIHEPreTHKY KaK
OyZyliero CaMOCTOSTE/IPHOTO HAy4YHOIO Ha-
npas/ieHns. B aToT nmepuoz 661N OTKPBITHI Oec-
KUCTIOpOfHbIe (aHa3pOOHbIe) HOPMBI KUSHU 1
paspaboTaHa XMMM4eckas TepPMOAMHAMUKA, Ha
OCHOBE KOTOPOIl BIIOC/IECTBUM CTanM SCHBI
o01ye IPUHIUIIBI OKUCTUTEIbHBIX IIPOL[ECCOB
U UX 9HepreTmyeckas poib IJid OpPTaHM3MOB.
Ha pybexxe crometnit O6bia fokasaHa GU3MKO-
XuMM4ecKas Ipupozaa GopM SHEpPIuM B >KUBBIX
CHcTeMax, a OMOXVMMuUA HPUCTYNNUIA K U3yde-
HUIO peakiuil Opo>KeHus, IIMKOMN3a U JibIXa-
HIIA, BBIAB/ICHNIO IIPOMEXYTOYHBIX IIPOJIYKTOB
OOMEHHBIX IIPOL[ECCOB.

OtpenbHbIe COOBITHA, TEXKallUe Y UCTOKOB
KOHIIETIINIT 6MO3HepreTUKM, OTHOCATCA K 60-
Jlee paHHUM IleprofaM ucropuu 6uonorun. Tax,
OTKpbITHE POTOCKHTE3, co3aHue A. JlaByasbe
TEOpPUM AbIXaHUA KAaK MENJIEHHOTO OKVCIEeHUA
KOMIIOHEHTOB IIMIIM B OpraHu3Me U pa3pabor-
Ka IIePBOTO U3 9KCHEPUMEHTAJIbHBIX METOJOB
OMO9HEPreTUKY — KaJIOPUMETPUM, IPUXOAATCS
Ha 70-80-e rogpt XVIII cronerns. OgHako KOH-
LeNTya/lbHOE eJVHCTBO TPEX HOBBIX MCCIIEHO-
BaTe/IbCKMX TEYEHNII He MOIJIO OBITh OCO3HAHO
panee cepenyubl XIX CT., KOra ObII OTKPBITHI
3aKOHBI TEPMOAVHAMUKY, IPOSACHNUBIINE SHEP-
reTUYecKyIo ponb (GOTOCHMHTe3a ¥ [bIXaHMsA, a
TaKKe (U3NYECKYI0 NPUPONY TEIUIOBBIX IIPO-
neccoB [1]. B mcropum sKkcnepuMeHTaNIbHO-
ro M3y4eHNSA OMOIHEPreTHHYECKUX IIPOLECCOB
MOYKHO BBIJIETIUTD IIATb 3TATIOB.

Ha mepBom osrame (60-e rr. XIXcr.
- Havamo XX CT.) BeMUCh M3MEpEeHMs
«TeTIOCOfie PXKAHVSA» MJIV KAJIOPUITHOCTY OCHOB-
HBIX IPOJYKTOB IIMTAHUA C LIe/IbIO OIpefle/eHNs
SHEPTOJAIOLINX IPOLIeCCOB OOMEHa BElIeCTB U
pacuéTa HopM nuUTaHKA. TpeMs IIaBHBIMU UTO-
ramu stana craau BbiBoj, K. @oriTa 0 xmpax n
yITIeBOJAX KaK OCHOBHBIX MCTOYHMKAX 3Hep-
TMM 11 OPTaHU3MOB, CielaHHbll B 1870-¢ IT,,
IpaBWIO KaJOPUITHOM B3aMMO3aMeHAEMOCTHI
YITIEBOZIOB, >KUPOB 1 O€/IKOB /ISl OPraHU3MOB,
copmynupoBanHoe M. Py6Hepom B 1894 T, a
TaK)Ke BBIBOAIBI Y. DTyOTepa, MMOKa3aBIIye, YTO
MbIIIIeYHasl paboTa coBepIIAeTCs 3a CYET peak-
VI OKMC/IeHNA MUIIEBbIX BEIeCTB, ¥ YTO OT-
HOLIIEH!e BBbIJIeJIEHHOTO TeIlIa K MeXaHN4eCcKoii

paboTe, BBHINIOTHEHHO OPraHM3MOM, IOJHO-
CTBIO COITIACYeTCA C NPUHLMUIIOM COXPaHEHU:A
sHeprum. [locnegnee 03Ha4ano JOKa3aTe1bCTBO
bU3NKO-XMMUYIECKOI IPUpPOAbl GOpM SHEPIUK
B )KIBBIX CICTeMaX. B ykazaHHOe BpeMs Hauasa
IPOACHATHCA M KaueCTBEHHasA CTOPOHA Hepre-
Tideckux npoueccos. Otkpoitue JI. ITacrepom
B 1861 I. MMKpOOPraHU3MOB, He CIIOCOOHBIX
KUTb ¥ Pa3MHOXKaTbCA B KUCIOPOJZHON aTMOC-
depe, orkpoitue C.H. Bunorpagckum B 1887 1.
aBTOTPO(MHBIX MMKPOOPTAaHU3MOB, >KUBYIINX
3a CYET OKMC/IEHNUS HeOpraHMYecKux cybcrpa-
TOB, HaITIAGHO CBUJIETEILCTBOBAIM O TOM, YTO
CHab>KeHMe KJIETOK SHepryell BaKHee OpraHu-
YeCKOTO NMTAHVA Y CHaO>KeHMsS KUCTOPOZIOM,
VI OmpefenseTcs CIelduKoil MeXaHU3MOB 00-
MeHa BelecTB [1]. PaboTsl MUKpo6110/10TOB BO
MHOT'OM CIIOCOOCTBOBA/IU CO3[aHNUI0 COBPEMEH-
HBIX [TOJXO/IOB K TPAaKTOBKE IPUHIUIIOB O110710-
TMYECKOTO OKVC/IeHMs U OMOIHEPreTUKY, XOTS
¥ He OBUIN OLIEHEHBI Cpa3y JO/DKHBIM 00pa3oM.

Bropoii atan (1900-e rr. — cepeguna 1920-x
IT.) XapaKTepusyeTcs nonbiTkamu M. Py6Hepa,
A.H. Baxau O. Meiteproda cosnaTs 0611exumu-
JecKIe MpefiCTaBIeHNs 00 SHepreTIKe IpoLec-
COB B >XMBBIX opraHusmMax. C [pyroi CTOpOHbI,
Ha4MHAIOT pa3pabaTbIBaTbCs 9KCIIEPYMEHTAIb-
Hble TIOAXO/bl K BbIACHEHUIO MEXaHM3MOB IJIN-
KO/MM3a ¥ [blXaHudA. Bepymum mopxopom, Xo-
POIIO 3apeKOMEH/JOBABIINM ce0s1 y)Ke B CaMBbIX
PaHHNX paboTaxX, CTaJ MHIMOUTOPHBIN aHA/IN3,
MO3BOMAKIINI  BBIABUTb  IIPOMEXYTOYHbBIE
IPOAYKTHl (pepMEHTATUMBHBIX peakuuil. ITUM
IyTéM BIIOC/IEACTBUM OBIIM OIIpefielieHbl BCe
KJTII0OYeBbIe 3BEHbs CHCTEMBI IpeoOpa3oBaHuUsA
SHepruy B opranusmax. B 1920-x IT. cepb€3Hblil
KpU3UC IIpeTepIieNN OCHOBBI IIPeNCTaBICHNUI
O IpMHLMIAX OMONOTMYECKOTO OKVC/IEHMS.
Ha cueny BpllIM [IBe CONEpHMYAIOIINE KOH-
Lenuun, MPUTOM KaXKJasd — CO CBOEN JoKasa-
TE/IbHOI SKCIIePUMEHTAIbHOI 0a30il: Teopus
«IpIXaTebHOTO (hepMeHTa», paspaboTaHHAs B
1914-1924 rr. O. Bap6yprom, u Teopus «gerusa-
pupoBaHmit», pagpaborantas B 1912-1922 rr. I.
Bunangom. Teopmsa Bap6ypra crama mormdec-
KM 3aBEpLIEHMEM TE€OPUM AKTUBALUM KIUCTIO-
pona, BbIABMHYTOM B 1850-X IT. BeNapCcKNM
xumukom X. Ilénbaitnom [5]. E€ wnenrtpans-
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HBIIl IIOCTYNAT — IpPeJCTaB/lIeHMEe O IepeHoce
«aKTUBYMPOBAHHOTO» KUCIOPOAa K cybcTparam
IbIXaHMS — Pas3fesuIcs OONBIIMHCTBOM UCCIIe-
noBaTesniell AbIXaHUsA IepBol deTBepTu XX CT.
AHaspoO6HBII 00MEH BelecTB OHY OOBACHAIN
CCBUIKaMM Ha peaKLMU «BHYTPUMONEKYIAPHO-
ro» KICTIOPOJa, AKOOBI M3BTIEKAEMOro 13 Cy0-
crpatoB 6poxxeHuss. CTOpOHHUKHU Teopun Bu-
JIaHZQA, B LEHTpPe KOTOPOI JIKUT IOCTY/IAT O
«peruppasax» (merujporeHasax) — ¢pepMeHTax,
aKTVBYPYIOIVX BOLOPOJ CYOCTPaTOB AbIXaHIS,
ObLIM B SIBHOM MEHBIIMHCTBE, HECMOTPS Ha TO,
YTO KOHLENIMA IEePEHOCA BOJOPOaA C eVHBIX
HO3ULNIT 0OBSICHsIA a9pOOHBIe U aHa3POOHBIE
IpoLecChl B TKaHAX. [lepBble pemapaThl MHAK-
BUJya/lbHBIX NErUJPOreHas, OJHAKO, YJAnoCh
IIO/IY4UTH TOIBKO B KOHIle 1920-x — Havase 30-x
IT. B uncrie cTopoHHUKOB fernpporeHas ObU1 aH-
rmiickuit 6uoxumuk [I. Keimms, mony4anBumii
B 1925 1. KOCBEHHOE OKA3aTeNbCTBO X Y4aCTUA
B IbIXaHNM C HEOXKU/TAHHO CTOPOHBI — «CUCTE-
MBI IUTOXPOMa», OllMcaHHOI emié B 1880-x rT. Y.
Maxk-MaHHOM IIOJT Ha3BaHMEM «MIO- VI TUCTOTe-
MaTUHOB». VIMeHHO Teopus «mernspas» BumraH-
JacTaja KIo4oM K BbiaBuHyTOM [I. KeitnmmuaoM
B 1927-1929 rr. rumiote3e MexaHu3Ma AbIXaHUS,
B KOTOPOM LIMTOXPOMBI SABJIAITCA CBA3YIOLVM
3BEHOM B CHUCTeMe IlepeHOca BOAOpoaa ¢ cyo-
CTpaTOB ObIXaHMA HAa KUCIOPOA. JTa upes, 1o
Muruernny, obpasyer pyHAAMEHT KOHIIEIILINIL,
00BeIVHEHHBIX B XEMUOCMOTIYECKON TeopuUn
[9].

Ha tperpem sTame (koHer 1920-x IT. — Ha-
gajo 1950-x IT.) ObUIM YCTaHOBJEHBI O6IIVe
XapaKTepUCTUKN [BIXaTelIbHONM LieNyu — LEeHT-
PaJIbHOM CUCTEMBI 3HEPTroOOeceYeH s >KUBBIX
opranusmoB. B 1930-e IT. ObUIM OTKPBITH €€
HOBbIe KOMITIOHEHTHI — (PITaBOIIPOTENIBI, CITYKa-
e MOCPpeNHMKAMU MEXAY JerUpOoreHasaMu
U CUCTEMOMLIMTOXPOMOB, a TaKXKe OIlpefiesieHa
CTPYKTYpa KOHEpPMEHTOB JIbIXaHWA — MUPUIVH-
u ¢raBunnyKIeoTrnos. B 1938 r. [I. Keiiun
UIeHTUOUIVPOBAT «/IbIXaTebHbI QepMeHT»
Bap6ypra kak IMTOXpOMOKCHIa3y — KOHEUHBII
(dbepMeHT cucTeMbl [bIXaHNs, pearvpyoumii ¢
KICTIOPOZOM. B Te 5ke rofipl aMepuKaHCKuil 61o-
xumuk 3. bomr (1904-1979) cymen mposCHUTD
BAXXHBIJ BOIIPOC, HE PAaCKPBITBINI B paHHUX pa-

6oTax KeinmmHa — MOpAROK pactonoXeHns M-
TOXPOMOB ¥ JAPYIUX KOMIIOHEHTOB «CUICTEMBI
nepeHoca Boffopofa»'. VIsMepuB pefoKc-IIOTeH-
IV1a/Ibl KOMITOHEHTOB IIUTOXPOMA Vi COTIOCTaBUB
VX C PEROKC-TIOTEHI[MATaMI JIPYTYUX JIbIXaTe/lb-
HBIX IIepeHOCYMKOB, bonn B 1939 1. Brickasan
TUIIOTE3Y, COIVIACHO KOTOPOJT BOZOPOJ, CyOCTpa-
TOB [BIXaHUs IMEPEHOCUTCS IIOC/IeOBATE/IbHO
4yepe3 NMPUAVHBL, (PIaBUHBI, LUTOXPOMBI b,
€ ¥ a Ha KUCTIOPOZ. DTO MpeACTaBIeHNEe COOT-
BETCTBOBA/IO 3aK/TIOYEHNIO O CTYIEHYaTOM Xa-
paKkTepe BBbIJIe/ICHNSI SHEPIUY OKMCIATETbHBIX
IIPOIIECCOB B K/IETKAX, K KOTOPOMY IIPUILIN
6uoxuMuky 1920-x rr. YcTaHOBIeHME OOLIUMX
0COOEHHOCTeN! CTPYKTYPBI IbIXaTeIbHBIX (dep-
MEHTOB, a TaK)Ke JOKa3aTelbcTBO A. JleHuH[-
YKEPOM JIOKQ/IM3aLMI CYICTEMBbI IbIXaHUS B MU-
TOXOHAPUAX [1], mo3Bommmn K KoHIy 1940-X IT.
IPUCTYIUTD K M3YYEHMIO MOJIEKY/ISIPHOTO Me-
XaHM3Ma OKMCIUTENTbHOTO GochOpUINpOBaHUs
— Ipolecca peobpasoBaHsl SHEPIUU CYyOCTpa-
TOB AbIXaHusA B GopMy afeHosuHTpudocdara
(AT®). Ora peakuys 6pima oTKphITa B 1930 T.
BBIJAOI[MMCSI POCCUIICKMM OMOXMMMKOM Bra-
IVMMPOM AJIEKCAHJPOBMYEM IHIe/NIbIapATOM
(1894-1984) m cocraBnseT OfHY U3 Haumbosee
3aMevaTe/IbHBIX IIaB MICTOPMM KaK OTeYeCTBEH-
HOJI, TaK ¥ MUPOBOIT 61oxuMun. VIHTeHCUBHBIE
VICC/IeNOBAHY OKUCTTUTEIbHOr0pochHopummpo-
BaHU HAaYa/Iuch B KOHI[e 30-X IT., KOrzia paboThl
I Kanbkapa (1908-1991) nokasanu, 4To ¢eHo-
MeH HabmonaeTcsi B 0eCKIeTOYHBIX Ipemnapa-
Tax ¥, C/IefJOBAaTe/NbHO, VIMEET MOJIEKY/ISAPHYIO
OCHOBY, a B.A. benunep (1906-1988) momyunn
KOCBEHHOE JI0OKa3aTe/IbCTBO CONPSDKEHVS CUH-
tesa AT® ¢ paboroit gpixatenpHoit 1enu [1].B
Te >ke ropbl . JIunmann (1899-1986) cosman
KOHIIETIIIVIO, TIPOACHMBIIYIO OMOOTMYeCKNUI
CMBIC/I OTKPBITOV OHIeNbrapiTOM peaKIu.
CornacHo npee J/IunMaHnHa, Ha KOTOPOIt 6asupy-
I0TCSI COBpeMeHHBIe IIPECTAaB/IeHNsI O CHCTEMe
9HepreTMIecKoro ooMena opraunsmon, AT® u
IpyTHe «BBICOKOSHEpreTndeckme» GpochopHbIe

! B 61OXMMUM IPENCTABIEHNUs 06 3TeKTPOHHOM MeXa-
HU3Me OKMC/IUTETbHO-BOCCTAaHOBUTENbHbIX peakunit (OBP)
cTamu obuenpuHATHIMU B 1940-¢ rT. [Io 3TOro BpeMeHM KX
YaCcTO XapaKTepu30BasIy KaK «peaKkIyy IepeHoca BO0pofiar,
nockonbKy MHorme OBP compoBoxparoTcsa M3MeHeHMAMHU
pH-cpenpr.
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3¢uUpbl B MPOTONUTHYECKUX PeaKUMAX I10f00-
HBI CH/IbHBIM BOCCTAaHOBUTE/IAM B OKVMCIUTEb-
HO-BOCCTAaHOBUTENIbHBIX PEAKIMAX, TOTAA Kak
IIPOCTbIE, «KHU3KOIHEpreTudecKue» 3Qupspl Mo-
HOoOHBI CmabbiM BoccTaHoBuTenAM. ComocTa-
BUB BEMYMHBI CBOOOIHO SHEPIMYU TUPOIN3a
¢dbocdopHBIX 3PUPOB U OKUCTUTETBHO-BOCCTA-
HOBUTENbHBIX peakuuit, @. J/Iunmanu B 1941 1.
IpUILENT K BBIBOAY, 4To AT® ABsAeTcsa yHUBep-
Ca/IbHBIM II€PEHOCYMKOM 3SHEpIUM B CHUCTeMe
obMeHa BellecTB.

Ha uerBéprom srame (cepeguHa 1950-Xx IT.
- KoHer 1970-x rr.) 6uosHepreTnka oopMu-
JlaCh B CAMOCTOSATENbHYIO HayKy ¥ Ipuobpena
DVICLUMIUIMHAPHBINA cTatyc. B 1953 1. 3. Creiire-
poM OblIa IpefioKeHa pabodast IUIIOTe3a Co-
IpsDKEHNA OKMCIeHuA u pocopunmnpoBanns B
IbIXaTeIbHOM Lieny (BIOC/IeACTBMM Ha3BaHHAA
«XVIMUYECKOV TUIIOTE3011»), COITTACHO KOTOPOIl
MOJIEKY/IAPHBIl MeXaHN3M (eHOMeHa He OT/IM-
YJaeTcs IPUHIVINATBHO OT APYIUX ¢epMeHTa-
TUBHBIX peakuuii [1]. 20-meTHue uccnefoBanms,
IIpOBENEHHBIE C LIEBIO €€ IIPOBEPKMU, OFHAKO, HE
CMOI/IM BBIABUTDH NPUHIUII YCTPONCTBA MeXa-
HI3Ma, aKKyMYIMPYIOLIETO SHEPIUIO IIePEHOCa
371eKTPOHOB. IIpM4MHOI MONrOro rocrofcTsBa
«XMMMYECKUX» CXeM B OCHOBAX OMO3HEPreTUKI
OBI/IO TO, YTO IVIABHOI 3aj1aueli Tpo6IeMbl OKIIC-
JMTENbHOrO  PocHOpMIMpOBaHMA CUUTANIOCH
OOBSICHUTD MEXaHM3M JIeVICTBMS JIbIXaTe/TbHBIX
¢depmenTos. VccnenoBareny 1950-60-x IT. mosna-
rajy, YTO MEXaHM3M, aKKYMY/IMPYIOIUIl SHep-
TUI0, CTAHeT sICEH, KOIZIa YTOUYHUTCS CTPOeHMe
«COTIPATAIOUIVX» YYACTKOB /IbIXaTe/IbHOI IIeTIN.
B navane 1960-x rr. P. Yiminbamcowm, I1. Mutyen-
nom u II. Boitepom ObIIV BBIABMHYTHI OPUTH-
Ha/IbHbIE TUIIOTEe3bI CONPSKEHM S, OTPUIIAIOLINe
CylIeCTBOBaHME IIPOMEXYTOYHBIX IPOJYKTOB
oKncmuTenbHoro pochopummposanus. Cormac-
HO rumoresaM YuiabAMmca U Mutdenna, ATO
BO3HMKAeT KaK HEIOCPeNCTBEHHBIN pe3y/nbTar
IepeHoca 3/IeKTPOHOB II0 IbIXaTelbHOI Liemy,
a eIVHCTBEHHBIM «COIPATAIOMINM VHTEPMenN-
aToOM» ABJIAIOTCS MOHBI BOJIOPOfia CYOCTpPATOB
ObIXaHMA. YWIbSIMC IIOJaraja, 4To CYyLlecTBYeT
eIVHBII KOMIUIEKC (DEPMEHTOB MbIXaTelTbHOI
nemn ¢ AT®-cuHTa30it (CymepKOMIIEKC), B
KOTOPOM IIPOTOHBI, OCBOOOXJAMOIMecs Ipu

OKICTIeHVM CybCTpaTa IIepeHOCUMKOM 3IeKTPO-
HOB, He BBIXOJAT B BOAHYIO (asy U MepefarTcsa
BHYTPU CTPYKTYPBl B KaTa/JIUTUYECKMIl IIEHTP
AT®-cuuTassl [11]. B mepBoHavanbHON TUIO-
Te3e MuT4esIa LIeHTPaIbHYI0 POJIb UTPaeT «00-
patumaa AT®asa» — TMIIOTeTUYECKMIT BCTPOEH-
HBIIT B MeMOpaHy 0 COCE[ICTBY C IbIXaTe/TbHOI
enbio (PepMeHT, «KaTaMU3VUPYIOLINII paBHOBe-
ChA», T. €. pabOoTaIOMNII KaK «TepMOJTHAMIYec-
Kuit gBurarenb»’ [7]. CormacHo rumnoTese, MOHBI
H* u OH", BbIfenseMble AbIXaTeAbHON I[€MbIO
aCMMETPUYHO II0 00e CTOPOHBI BHYTpPEHHeil
MeMOpaHbl MUTOXOH/IPMII, HEHTPanu3yioT Te
K€ JOHBI, BBIfIe/IA€MblE COCEIHEN aJeHO3MH-
tpudocdarasonr (ATPazoir); saTo «momoraer»
HOC/IEAHENl CMECTUTh PaBHOBECUE TUPONN3a
AT® B 06paTHYI0 CTOPOHY, B pe3y/IbTaTe 4ero
AT®asa HaunHaeT paboTarb Kak AT®-cuHTa3a.
Tax, mo Mutdenny, JOCTUTaeTCsA «XeMUOCMO-
TUYeCKOe» COIpsDKeHMe IepeHoca 37eKTPOHOB
¢ curesoM AT® 6e3 Kakux-mmbo IPOMexy-
TOYHBIX CTaJuil MpeBpalleHns sHeprun. Takum
obpasoM, compsbxkeHye AbixaHma u ¢ochopu-
NMPOBaHNUA, IO YUIbAMCY, OKa3bIBaeTCA /10KA-
JIU306aHHbIM, A peakuua (HocHopuInpoBaHNA
AJI® mporekaeT IO MeXaHMU3MY KUCTOTHOM
BBICOKOTEMIIEpAaTypHOI HonmMmepusanum ¢oc-
bOpHOII KMUCTIOTBL, /1A KOTOPOil MeMOpaHbI He
TpebyIoTcs, Torga Kak y MuTderra mpouecc de-
710KAnU306aH B IPYMeMOpaHHOI BOJHO ase u,
CJIef[OBaTe/IbHO, HEBO3MOXKEH B HEMeMOpPaHHbBIX
cTpykrypax. [unoresa Mutyenna Ha gpoHe Bcex
IPYTUX TUIIOTe3 CONPsDKEHNA JaBaja IMPOCTOe
00bACHeHMe HauMeHee IIOHATHOMY I OMOXM-
MIKOB TOTO BpeMeH) (peHOMEHY pa3oOiieHM
OKMcneHns u GochopuaMpoBaHNA PasHOPOJ-
HBIMJ areHTaMM, He ABJIAIOMIMMUCA aHaJIoraMu
docdara.

B 1964 r. amepukanckum Omoxmmukom II.
BoitepoM Obla BBIBMHYTAa I'MIIOTE3a MEXaHO-
XMMIYECKOTO  (KOH(OPMALMOHHOTO) COMps-
xenusa. CornacHo bBoiiepy, sHeprusa nepenoca
9/IEKTPOHOB 3aTpayMBaeTCA Ha CO3JaHME Ha-

! ®epMeHTBI, KaK M3BECTHO, SIB/IAIOTCS «KMHETUIECKIMU
MalllMHaM1», YCKOPAIOIIMMMI JOCTYDKEHVE PaBHOBECH KaTa-
nMu3upyeMbix umu peakumit. CyliecTBOBaHME XKe YCTPOICTB,
nofo6HbIx «obparumoitATdaze» Mutdenna, HeBO3MOXHO,
B TOM 4JCJTe, KaK IoKasan Bnocnenctsun Creiitep[10], n o
YMCTO TepPMOAMHAMUYECKMUM cooOpaxeHnam.— IIpum. asm.
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IpsDKEHHON KOHPOPMAINY OHOTO U3 (hepMeH-
TOB JBIXaTeIbHON LIelN, II0 CBOIICTBAM aHajo-
TMYHOT0 aKTOMMO3VMHY MBIIIILL; €0 BO3BpallleHKe
B JICXOJHYI0 KOH(popManuio («paccrabnenne»)
COINIPOBOXK/JIA€TCSl MICIIONb30BAHNMEM HAKOITIEH-
HOJl SHEpPruM IJid CUHTe3a «BBICOKOIHEpreTH-
yeckoro» npepuiectseHHNKa AT®. ITockonbky
ornpenenuTb GEepMEHT, a TaKKe BBIIE/IUTD WMH-
TepMe[VaT He y4aBajloch U 31ech, B 1960-e IT.
«cxeMa boiiepa He cMorITIa COCTaBUTD CEPbE3HOI
KOHKYPEHIIUI XMMIYECKOJ KOHLIeNIUY COIpsI-
xeHMs»[3, 15-16]. Topa3go mos)e 3/1eMeHTHI
KoHIenuu boitepa, coenMHEHHDBIE Y)Ke C XEMH-
OCMOTUYECKON TeOPUEIt, JIET/IN B OCHOBY COBpe-
MEHHBIX IIPeCTABIEeHNI O IPUHIMIAX paboThI
npoToHHON AT®-cMHTa3bl U KIYTUKOBBIX MO-
TOPOB Y NOABIDKHBIX BUIOB GakTepumit. Hesep-
HBIM, OJJHAKO, OKa3aJICA ¥ paHHUII «XeMIUOCMO-
TUYIECKUI» MEeXaHU3M.

B 1966 1. Mutuenn B KHUre «XeMUOCMOTH-
JecKoe COIpsDKEHMEe B OKUCTUTETbHOM M ¢o-
TOCUHTeTN4ecKoM ¢dochopunmpoBanum» [8]
OPeIOKIT  3MeKTPOXMMMWYECKNII MeXaHMU3M
COIPSDKEHMS [IbIXaTeIbHOM ILiely M CUCTEMbI
dochopummposanuss AJI®, B3sAB 3a OCHOBY
OPUHIUI PabOTHI TOIIMBHOTO 37IEMEHTa, N300-

(L)el (Aq) (R)el
2H, 0,
4H"
‘ ' 2H,0
48 | 48
1
| 1
Ae, MB
J. J.

o
o

Onement ['pose (1839)

PETEHHOIO €ro COOTeYeCTBEHHMKOM Y. Ipose
emé B 1839 . CpaBHeHue s4eek Ipose u Mut-
4ejIa puBefeHo Ha puc. 1. B smemente Ipose
VICTOYHUKOM S7eKTPUYecKoro Toka (J ) ABs-
I0TCA Ta3bl C HEOMHAKOBBIM CPOACTBOM, Ha-
IpuMep, BOJOPOJ, U KUCIOPOJ, KOTOpble pas-
IebHO TIPOAYBAIOTCA 4Yepe3 MeTa/UIndecKue
3/IeKTPOAbI, NOTPY>XEHHbIE B PacTBOP CEpPHOII
kucnotel. Bopa (Aq) ABIsAETCA M30MATOPOM LA
37IEKTPOHOB, IOCKO/IBKY CBOOO/HBIE 37IEKTPOHBDI
He MOTYT CYIeCTBOBaTb B pacTBope. Eciu 06a
3/1eKTPOJA 3aMKHYTb B IIellb, TO B CMJ/Iy 3aKOHOB
XVMMMYECKOTO CPOAICTBA ¥ TEPMOANHAMUKI BO-
mopoz y anektpona cnesa (L) HauHET TepATH
37IeKTPOHBI, KOTOpPble IIOTEKYT K «IIPABOMY»
anektpony (R,), 4T06bI BOCCTAHOBUTDH KMCMIO-
POX 1O BOABL; IOTIO/THUTEIbHBIE IOHBI BOJOPOA
(H*) B m3onmupyoleM BOJHOM C/I0€ BBITOTHSIOT
pO/b KaTanusaTopa 3TOM OKMCIUTENbHO-BOC-
CTaHOBUTENbHOI peakuyu. Ecmu snekrpopsu-
Xymas cuia (Ae) TOCTUTHET HEKOTOPOIL TOPO-
TOBOJ BEIMYMHDI, STIEKTPOHBI B X071 Iy T oT H,
k O, cMOTyT COBepIIaTh JOMOTHUTENBHYIO pa-
00Ty B HOJICOEAMHEHHBIX K LM YCTPOVICTBAX.
CornacHo Muruenny, AT®aza cxoxum obpa-
30M CONPsDKEHA C 37IeKTPOHTPAHCIOPTHOI Iie-

(L)ag M)

2AH,

(R)ag

.
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Fo Fl

nAT® + nH,0

Onement Mutdemnna (1966)

Puc. 1. OneKTpoxuMm4ecKuit IpUHLAI CONpsDKeHMs AbixaHuA ¢ cuHTesoM AT® cormacHo
xemmocMmoTideckoit Teopun I1. Mutuenna (Mitchell, 1966; Hukornc, 1985; agantipoBaHo)
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b0 B JbIIIAIIE K/IETKe, Ifie «TOIIMBOM» CIIy-
XKUT BOJIOPOJ, CYOCTPATOB ABIXaHVIS (AHZ). Ilpn
3TOM 9/IEKTPOHBI COXPAaHAKT PO/Ib OCHOBHOTO
MICTOYHMKA SHEpPIUM, TOrAA KaK IPOTOHBI BBI-
HOJTHAIOT «pab0vyi0» 9acTb QYHKINIT STIEKTPO-
HOB B 3aMKHYTbIX LleNsAX. Po/b «3/1eKTposioB» B
Mopen MuTdesnna BbIIIONTHAIOT BOJHBIE OTCEKN
(L1 R ), pasnenénnpie M30/MMpYIOLMUM CTOEM
— BHYTpeHHell MeMbpaHoll MutoxoHzapuit (M),
HeIPOHMIIAEMOI I/ MIOHOB. DNIEKTPOHBI Ilepe-
HOCATCA MO (pepMEHTaM [IBIXaTe/TbHOM LIeTN K
KIC/IOPOJY, IPOTOHBI XKe 33 CUET IHEPTUM ITTEK-
TPOHOB BBITA/IKMBAIOTCA HAPYXXY B IIpUMeMO-
PaHHBIIL C/IOJ, I7ie, ABUTAasACh 110 HAIPaB/IEeHNIO
K KIUC/IOPOJY, NMPOXo#AT ckBo3b AT®-cunTasy
U 00ecreunBaloT MpUOOPETEHHON KUHeTIYec-
Koit sHeprueit pocopumposanne. CormacHo
MuT4erny, HeOOXORUMBIM ¥ TOCTAaTOYHBIM YC-
nosueM cuHTesa AT® ABIA€TCA 3aMKHYTHIN 110
OTHOILIEHNIO K CTOPOHaM MeMOpaHBI IPOTOH-
HpIi ToK (J,*), mocTMrarommit onpenenéHHo
noporosoit BenmuunHel (Ap = 200 MB). «IIpoTo-
HOJIBIDKYIIIAsA CHJ/Ia» MOXKeT OBITb M3MepeHa U
paccunTaHa 1o ypasHeHuio HepHcra [1, 4].
JlokasaTenbHasA 6a3a XeMIOCMOTIYECKOII Te-
OpMM OCHOBBIBaeTCs OOJIbIIIelT YacThIO Ha pabo-
TaxX MCccaenoBaTenbckux rpynn akaz. B.II. Cky-
7ayeBa B Hauueil cTpaHe u J. Pakepa B CIIA,
OXapaKTepM30BAaHHBIX HaMu paHee [l]. 3pmech
OTMETVM, YTO OAVMH M3 Hambojee CepbEé3HBIX
BOIIPOCOB T€OPUY 3AK/IIOYAETCA B TOM, CIIOCO0-
HBI /IV BHYTPUK/IETOYHBIE (He ICKYCCTBEHHbIe!)
MeMOpaHbl 00pPa3oBBIBATL ¥ IOAJEPKUBATDH
3/IeKTPUYECKUIT TOTEHIMATT JOCTATOYHOI BeJIN-
4YMHBI, HeoOxomuMoit gyisa cuaTesa AT® cornac-
HO pacuétaM Mutdenna? Vsmepenue meMOpaH-
HOTO IOT€HIIaIa BHYTPUK/IETOYHbBIX OPTaHeI
0Ka3ajI0Ch KpajlHe CII0XKHOM 3ajja4yeii, ITIOCKOIIb-
KY X pasMepbl COIIOCTABMMBI C pa3MepaMI 13-
MepSIOLINX 37IeKTPOROB [2]; OHA pellleHa TOMb-
KO B C/Ty4ae KPYIHBIX opraHemni [4, 35]. Mertox
IpAMOJ PerucTpaluy 37IeKTPUYECKON aKTUB-
HOCTM MeMOpaHHBIX 0€/KOB, pa3pabOTaHHBII
B 1974 1. corpymHuMkamMu MexdaKyabTeTCKO
nmaboparopuy MI'Y [6], ABuiIcsa mpAMBIM IOKa-
3aTe/IbCTBOM CIHOCOOHOCTY MHJMBY/YaTbHBIX
(bepMeHTOB IIpeBpalaTh XMMIYECKYI0 SHEPIIIO
B 37IEKTPUUECTBO, T. €. JOKa3aTeTbCTBOM «3/IeK-

TPUYECKON YaCcTu» TUIoTesbl Mutuenna.B 1978
I. aBTOp XeMuocMoTnyeckoi teopuu 1. Mwut-
qen Ob1 ynocroeH HobenmeBckoil mpemun 1o
XUMMIL

C 1980-x IT. HaYMHAETCA MATHIN, COBPEMEH-
HBIl 9Tan pas3BuTus 6mosnepretuku. Ero pas-
BIUTYE TOAPOOHO OCBELIEHO B MHOTOYVC/IEHHBIX
MoHorpapusax (cM., Hamp., [4]), yuyeOHMKax U
o630pax. B Hacrosmee Bpemsa B 61osHepreTu-
Ke JVICKYCCMOHHBIMM OCTAIOTCA JIBa KPYIIHBIX
TeopeTM4ecKux Bompoca. PaboraT mu otxe-
nbHBIE PepMEHTBI JBIXaTeIbHON IeNy He3aBU-
CHMO, MU OO'beVIHEHBI B CYIIepPKOMILIEKC, KaK
npepnonaran Yunbsamc emeé B 1961 r.¢ Ipyroit
BOIIPOC KacaeTcsl IpoOIeMbl JTOKaIM30BaHHO-
TO ¥ JIe/IOKa/IM30BaHHOTO COIPSDKEHMS, TaKkXKe
HOZIHATON YIIbsaMcoM (e€ 06Cy>keHre MOXKHO
Haiitu B pabore [12]). ITo pesynpraTam MHOrO-
JIETHVIX VMICCTIEIOBAHMIA, IPOBEEHHBIX B IPYIIIIe
JI.C. Ary>XmHCKOro, IpejIonaraeTcs, 4To MMu-
TOXOHZIPUY BHYTPU KJIETKM CYLIECTBYIOT B IBYX
CTPYKTYPHO-(PYHKIMOHATIbHBIX COCTOSHUAX U
B 3aBYICIMOCTY OT YC/IOBUII MOTYT paboTaTh Kak
110 MeXaHN3My MuTuesia, Tak U 10 MEXaHU3MY
Yunbsamca.
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1YXXEPOAHDIE PACTEHVIS B CETETAABHOW ®AOPE
PJA3AHCKOM OBAACTUA

T. Palkina
Ryazan State Agrotechnological University

ALIEN PLANTS IN SEGETAL FLORA OF THE RYAZAN REGYON

AHHOMaYus. V13noxeHbl pesynbTaTbl U3y4YeHUs BUAO-
BOr0 COCTaBa Yy)XePOAHbIX COPHbIX PACTEHUIA arpoLEHO30B
Ha TeppuTopuu PsisaHckoi obnactu. BeiseneHo 98 Buaos
(38 % Bcero uncna), NPeMMyLLECTBEHHO OAHONETHUX pac-
TeHni — 81 %. LLInpoko pacnpocTpaHeHHbIMU SBRSOTCS 29
BMOOB Pa3HOI akTUBHOCTK. OTO B OCHOBHOM [APEBHME Ce-
reTanbHble copHsikn. Cpeam 208 HeakTUBHbIX BUZOB — 33
% YyxepoaHbIX, 60MbLUMHCTBO X — cereTanbHble U pyae-
parbHble PACTEHNS, @ TAKKE YCKOMNb3aoLLME M3 KYNbTypbI.
17 YyxepoaHbIX BUAOB SBMAKTCS MHBA3MOHHBIMU.

Krrouesbie crioga: ceretanbHas dnopa; arpoLeHosbl;
BMOOBOI COCTaB; aKTUBHOCTb BULOB; Yy)XepOAHble pacTe-
HWSI; NIHBA3WNOHHbIE BUObI.

Abstract. This article is devoted to the results of study-
ing the species composition of alien weed plants in agro-
cenosyses on the territory of Ryazan region. 98 species
(38 %) were revealed, mainly annual plants (81 %). 29
species of different activity are widely spread. There are
basically ancient segetal weeds. Among 208 inactive weed
species of agrocenosyses 33 % alien plants, majority seg-
etal and ruderal, and also escaping from the culture. 17
alien species are invasive.

Key words: segetal flora; agrocenosyses; species com-
position; species activity; alien plants; invasive species.

Ycunuaromeecs: Bo ¢guiopax 3eMHOro Iapa BHeJ[peHNUe Yy>KePOJHBIX pacCTeHMII B paslINyHble
9KOCHUCTEMbBI MOXKET HAHOCUTDb MM S9KOHOMUYECKMII yiep6 1 MOBJIeYb Cepbe3Hble 9KOIOTMYECKIe
HOC/eNCcTBUA. B arpoljeHo3ax afiBeHTUBHBIE PACTEHVS MIPEACTABIAIOT 3HAYUTEIbHYIO YacThb cere-
Ta/IbHBIX BYUJIOB, B TOM 4¥C/le Hanbojiee BPeJOHOCHBIX, CHIDKAIOLINX yPOXKail KY/IbTYp B HEKOTO-
PBIX perroHax crpassl Ha 20-30 %, ¥ cocTaB MX NPOO/DKAeT NONOMHATbCA [8]. BupmoBoit cocTas
¥ pOTIb BUZIOB Yy>KEPOJHBIX pacTeHNIT B pernoHax HeoguHakoBbl. B Cpenneit Poccun cBefienns o
HYIX [IOTyYeHbI JINIIb J/IsI HEMHOTMX 06/1acTell Ipy M3y4eHUN X afBeHTUBHOI Qriops! [2]. 3agaun
HACTOsIIel pabOThI — BBISB/ICHNME 1 aHA/IN3 BUIOBOTO COCTABa U POJIN YYXKEPOJHBIX PACTEHMII B

arpoleHo3ax Psasanckoit o6macTu.
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