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3HauyeHne memb6paHHbIX pochonunuaos B peannsanm 3alTHbIX
cTpaTterun 6akrepun

AnppiokoB b.I.*, IanyH U.H., MaTocosa E.B.

OIrBHY «<HUW anupgemmonorumn n mukpobuonorum nmenn I.M. Comosar, 690087, BnagnsocTtok, Poccus

[ns coxpaHeHus Xn3HecnoCOBHOCTN B CTPECCOBbLIX YCIOBUSAX CyLLECTBOBaHWSA 1 peannsaunm 3awmnTHbIX cTpa-
Termn 6akTepmn JOMKHbI BOCMPUHMMATL CUrHanbl U ObICTPO pearnpoBaTb Ha 3KCTpPeMarbHble U3MEHEHUs na-
pamMeTpoB cpedbl 0butaHus. PesynbtaTbl He4ABHUX 3KCMEpPUMEHTasbHbIX WCCReAoBaHUA OOMOMHUAWM LOMU-
HupoBsasuwyto ¢ 1970-x . napagurMy o npevMmyLlecTBeHHon ponu docdonunuaos (PJT) kak MonekynspHbIX
cTpouTenbHbIX 6NoKoB Ans hopMUpPOBaHUST KNETOYHOW CTEHKM BakTepui. YCTaHOBMEHO, YTO cneuuduyeckne
TpaHchopMaummn 3TUX MMNMOHBLIX JOMEHOB OKa3blBalOT CYLLECTBEHHOE BIMsSHUE Ha dopMy U pyHKLMOHMpOBa-
HWe KNEeTOoK, peMogenmpoBaHne memopaH n cnocobHOCTb GakTepui aganTMpoBaTbCs K CTPpeccam OKpyKatoLen
cpeapbl. Pusnonornyeckas ponb baktepnanbHbix ochonunuaos ABNSETCS NENOTPONHON U onpeaenser Le-
FNIOCTHOCTb U PYHKLMIO KNeToK. MoMMMO KNntoveBOW CTPYKTYPHOW ponn membBpaHHbix PJ1 B knetke, nx npome-
XYTOYHble MeTabonuTbl CnOCObHbI BbICTyNaTh B Ka4eCTBE BTOPUYHBLIX MECCEHOXEPOB W UrpaTb BaXHble Cur-
HanbHble U perynsTopHble ponu. BeisiBneHo, 4to romeoctas PJ1 umeeT pellarollee 3HavyeHne Ansi natoreHesa
6akTepuranbHbIX MHMEKLUMA 1 HeOBX0AMM He TONbKO AMS NOAAEPKaHUS XKN3HECNTOCOOHOCTHN BakTepui, HO 1 Ans
obecneyeHnsa nx pocta B nepvog MHMEKUUN, a HapyLleHne BuocnHTe3a aTMX MakpoOMOMeKyn CHUXKaEeT XU3He-
cnocobHocTb bakTepuin. B nocnegHve gecatnneTusi O4HUM U3 rMaBHbIX AOCTWKEHWUIA B KOHUeNuun mogenu buo-
FIorMYyecKkMx MmembpaH Ha OCHOBE KMAKON MO3auKn» CTarno NOHUMaHNe X JOMEHHON CTPYKTYpPbl. OTO OTKpbITUE
npegcraenseT yHAaMeHTanbHbI U NPaKTUYECKUA MHTEPEC, NMOCKOMbKY hoCHOnNMNUAHbIE AOMEHb! ABMASIOTCA
NepcrneKkTUBHOW MULLEHbIO COBPEMEHHBIX aHTUMUKPOOHbIX cTpaTterni. Llens HacTosiwero o63opa — 0606LueHne
COBPEMEHHbIX NMPEeACTaBNeHU O CTPYKTYPHOWN, METaboNMYECKOM 1 CUrHanbHOW ponv membpaHHbix ®J1 B peanu-
3auMmM 3aWMTHBIX MeXaH3MoB BaKkTepun 1 NoaaepXKaHnn NX XN3HeCnocobHOCTN B HEBNaronpuaTHLIX YCIOBUSX
cpeabl obuTaHus.

KnroueBble cnoBa: 6akmepuaribHbie ¢hocchonunudbl; KIemoyHasi CmeHKa; KIemoyHble MembpaHbl; pemodernu-
posaHue; cmpeccosast adanmauyusi; Cmpeccosble peakyuu.

UcmoyHuk ¢huHaHcupoeaHus. PaboTa BbiNonHeHa B paMkax rocyaapCcTBEHHOro 3agaHus no teme HAP
Ne 0545-2019-0007 «MonekynspHble MexaHn3Mbl 06pa3oBaHUs YCTONYMBBIX HEKYNBTUBUPYEMbIX (hopMm
BakTepuiiy.
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To maintain viability under stressful conditions of existence and the implementation of protective strategies,
bacteria must receive signals and respond quickly to extreme changes in environmental parameters. The results
of recent experimental studies complement the paradigm that has dominated since the 1970s on the predominant
role of phospholipids (PL) as molecular building blocks in the formation of the cell wall of bacteria. Specific
transformations of these lipid domains have shown to have a significant effect on the shape and function of cells,
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membrane remodeling, and the ability of bacteria to adapt to environmental stresses. The physiological role of
bacterial PLs is pleiotropic and determines both cell integrity and cell function. In addition to the key structural role
of membrane PL in the cell, their intermediate metabolites are able to act as secondary messengers and perform
important signaling and regulatory functions. Modern studies of the mechanisms of detection and integration
of signals from the environment that cause stationary-dynamic changes in phospholipid homeostasis and form
pleiotropic resistant cellular bacterial phenotypes are of fundamental and practical interest. PL homeostasis
was proved to be crucial for the pathogenesis of bacterial infections and is necessary not only to maintain the
viability of bacteria, but also to ensure their growth during infection. The suppression of the biosynthesis of these
macromolecules reduces the viability of bacteria. In recent decades, one of the main advances in the concept
of "liquid mosaic" model of biological membranes has been the understanding of their domain structure. This
discovery is of fundamental and practical interest, since phospholipid domains are a promising target for modern
antimicrobial strategies. The aim of this review is to summarize modern ideas about the structural, metabolic and
signaling role of membrane PL in the implementation of the protective mechanisms of bacteria and maintaining
their viability in adverse environmental conditions.
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BeBepeHune

B mpouecce somonun MukpoopranusMel (MO)
BbIpaboTaiy psii MEXaHU3MOB, HAIPABICHHBIX Ha CO-
XpaHEHHUE )KU3HECTIOCOOHOCTH M 3aLIUTY MOMYISIIIAN OT
HEeOMaronpusITHRIX YCIOBUH CYIIECTBOBaHMS B JWara-
30HE OT aJanTaluoOHHBIX MOP(HO(YHKINOHATBHBIX U3-
MEHEHUH OMOIOTHYECKHX CBOMCTB 0 (POPMHUPOBAHUS
YCTOWYMBBIX (HEKYJIBTUBUPYEMBIX) KJIETOYHBIX (heHO-
TuoB. OCHOBHOE 3HAYEHHE B 00€CIEUEHNHN 3AIIUTHBIX
cTpareruii Oakrepuii umeer kieroynas creHka (KC),
MpeACTaBISIONIas COO0H CIOKHYIO TeTepOreHHYIO CH-
CTeMy W OIpeJelsionas OWOJOrHYecKre CBOMCTBA,
(dhopMmy U CTpYKTYpHY!O 11e10cTHOCTE MO. OHa BBITION-
HSET pSA BaXHEUIIMX (U3HOJIOTHYECKUX (QYHKINH,
00eCreunBaIONIMX PETyAIMi0 B3aumoaencTeus MO ¢
OKpY’KaroLIEN Cpelou, U SBJISETCS MIaBHOW MUIIEHBIO
JUIs1 OOJBILION TPYIIBI AHTHOUOTHKOB [ 1, 2].

B Tteuenmne muorux necstumiietuit KC Oaxrepwuii
SIBIISIETCS] TIPEIMETOM Hay4YHOTO WHTepeca B CBS3H C
€€ BaKHOCTHIO JJisi OONBIIMHCTBA MPOKAPUOT U OT-
CYTCTBUEM Y dyKapUOTHYECKUX KIeToK. Kpome Toro,
MOJIEKYJISIpHBIE CTPYKTypHbIe koMnoHeHThl KC maro-
TCHHBIX OaKTepUi UTPAIOT BaXKHYIO POJIb B IIATOTEHE3E
MH(DEKIMOHHBIX 3a00JICBaHUN, NEUCTBYs KaK ajre3u-
HBI, PELENTOPhl, AaHTUTEHBI WM SHJOTOKCHHEI [1, 3,
4]. Cpenu MakpoMOJIEKyJI OakTepuii 0co00e 3HaYCHUE
Ui obecreueHus KU3HECTTOCOOHOCTH B pa3iIMYHBIX
YCIOBHSX cpellbl OOMUTaHHS MMEIOT JIUMHUIbI — aK-
TUBHBIC YYaCTHUKM OOJIBIIMHCTBA OMOXMMHUYECKHX
MPOIECCOB B KIETOYHBIX MeMOpaHax, Mpe/cTaBlICH-
HBIC B 3HAYHUTENLHOM cTenenu Gochomunuaamu (DJI)
[2,3,5].

Knrouesoe 3nauenne OJI mi1st GyHKIHOHHUPOBAHUS
W BBDKUBAHUS OaKTepHil B SKCTPEMAIILHBIX YCIOBHIX
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OTpENENsieT BBICOKYIO aKTyallbHOCTh HMX HW3y4YCHHSI.
Kpome Toro, 0 HacTosIero BPEMEHH OCTaeTcs He-
WCCJIEZIOBAaHHON POJIb 3TUX JUMUAHBIX cTpykTyp KC B
WHTETpalMy CUTHAJIOB CPebl OOMTaHUsI, MEXaHH3MOB
perymsiiuu GocdonunuaHoro romeocrasa [4, 6, 7].

B rteuenme mnocnemnero naecsatunetus (2010-—
2019 rr), Mo naHHBIM HH(POPMALMOHHBIX OHOMEIH-
muHckux pecypco MEDLINE, PubMed, PMC wu
Cochrane Library, Habnromancst pacTyuiuidi Hay4YHBIH
uHTepec K uccuenosannio KC Oakrepuii 1 yBeIruueHUE
yrcina myonukanuii (14 810, kimroueBoit 3amnpoc «bacte-
rial cell wall»), n3 koropeix uzydenuto ®JI Gakrepuii
(kmroueBol 3ampoc «bacteria phospholipids») ObLIO
nocssiteno 10 397 (70,21%) crareil. 3HaunTENbHBIHI
POCT Hay4YHBIX HMCCIICJIOBAHUI OBUI BHI3BaH JBOJIOIH-
€l HayYHBIX METOIOB M TMOSBICHUEM COBPEMEHHBIX
AHATUTHYCCKUX MHCTPYMEHTOB JUIsi M3y4eHHs Oakrte-
puanbHbix @JI (TBEpPAOTENHHOTO SAEPHO-MarHUTHOTO
pe3oHanca, auddepeHIanbpHON CKaHUPYIOIIeH Kajio-
PUMETPHUH, MAaCC-CIIEKTPOMETPHH U 1Ip.) [2, 4—06].

Hauano XXI B. 03HaME€HOBaJIOCh OTKPBITUEM J0-
MEHHOU CTPYKTYPBI KJIIETOYHBIX MEMOpaH y MPOKapHOT,
HOSABJICHUEM cBelieHrH o0 3HaueHuu DJI-qomMeHoB u -
MUIHBIX padTOB B PU3HOJIIOTHH OaKTepHii U obecrede-
HUH WX JKU3HECTIOCOOHOCTH B CTPECCOBBIX YCIOBUSIX.
[Mony4eHHble 3a TOCIETHHE TOABI Hay4HbIC JaHHBIC
MOJHOCTBIO HM3MEHWIH JOMHHHPOBABIIYIO B KOHIIE
MPOIUIOTO BEKa TMapajurMy O IpeuMYIIeCTBEHHOMH
pormu @DJI xKaK MOJIEKYJISPHBIX CTPOUTEIHHBIX OJIOKOB
MeMOpaHHOTO OWCIOs. YCTaHOBIEHO, YTO 3TH JIMIIH/I-
Hbele komnoHeHTsl KC npu cTpeccopHOM BO3IEHCTBUH
cpenbl OOWTaHUSI BBHICTYNAIOT B KAUECTBE BTOPUYHBIX
MECCEH/KEPOB, BBITTOJTHSIONINX BaXKHbIC CHTHAJbHBIC
U perynsaropHsie pyHKuuu [6, 7].
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OnHako A0 HACTOSALIETO BPEMEHH UCTUHHOE OHO-
noruyeckoe 3HadyeHrne Memopanusix OJI B puznonorun
OakTepuii ¥ ajanTaliy K CTpeccy He BBLICHEHO [3, 6].
B yactHOCTH, ML HEAAaBHO OBUIH TIOJTyYCHBI Hauallb-
Hble gaHHble 0 posnd DJI B pacrio3HaBaHUU CHUTHAJOB
U3 OKpY’Karollleil cpeibl U MX BIMSHUHM Ha MPOLECCHI
pemogenupoBanus KC, 4uro MoxeT UMeTh OOJbIIOe
3HauUeHHE IJis1 pa3pabOTKHM HOBBIX aHTHMUKPOOHBIX
crparerutii [6, 8].

Henbio nanHOro o030pa sBISETCS 000OIICHUE
COBPEMEHHBIX NPEACTABICHUA O CTPYKTYPHOMH, MeETa-
Oosmveckoll U CUTHANBHOW poiu meMOpaHHbIX OJI B
peanu3alnuy 3alUTHBIX MEXaHU3MOB OaKTepuil M MO-
Jep KaHUH UX KU3HECTTOCOOHOCTH B HEOIArONPUSTHBIX
YCIIOBUSX CPEAbl OOUTaHHS.

bakTepuanbHble MEMOpPaHDI
N KNeToYyHble CTeHKN

Bakrepuu 00nafa0T MIMPOKUM CIIEKTPOM ajarl-
Tal[MOHHBIX CTPATETHi, HANPaBJICHHBIX Ha COXpaHe-
HUE KU3HECIIOCOOHOCTU B IKCTPEMANIBHBIX YCIOBHUSIX
CYIICCTBOBAHUS, TAKMX KaK HEJOCTATOK MUTATCIbHBIX
BELIECTB WM Bo3aelcTBue aHTuOuorukoB. Clenosa-
TEJNBHO, CIIOCOOHOCTh BOCIPUHUMATH CUTHAJIBI OKPY-
JKAIONIEH Cpe/ibl U OBICTPO pearupoBaTh Ha KojeOaHUs
MapaMeTPOB SBJISICTCS KIIOUEBbIM (DAKTOPOM BHDKHBA-
Hus Oaktepuii [1, 2, 5]. MexaHu3Mbl OBICTPOTO pearu-
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POBaHMsI HA CTPECC YacTo TPEOYIOT 3HAYUTEIBHBIX QH-
3HOJIOTHYECKUX TIEPECTPOEK, BKIIIOYAs COITACOBaHHbBIE
TpaHC(HOPMaK KIETOYHOTO MeTaboIM3Ma H peMozie-
JUPOBAaHUE KaK LUTOIIA3MaTUYECKOM, TaK U BHEIIHEU
MeMOpaHbl (y rpaMoTpuIareNbHbIX OakTepuit). Kimo-
YEBYIO pOJIb B peaM3alliy 3TUX 3aIUTHBIX CTpaTeruit
urparot DJI 3, 4, 6].

Packpertue Benymeit ponu @JI B peakuuu Oax-
TEpUN Ha CTpPECC CIENYEeT Hadarb C MPOU30LIEALIEH
3a MOCJeIHUE TOABl CYIIECTBEHHON TpaHcopMalnuu
KJIACCMYECKOM MOJIENH CTPOCHUSI UX OMOJOTHYECKHX
membOpan u KC [2, 5, 8]. [locnennue nOCTHXXECHUS B
MOJIEKYJISIPHOW OHMOJIOTUM M MHKPOOHOJIIOTUYECKON
BH3yaJIM3allii U3MEHWIH B3IJISI Ha CTpOeHHe OakTe-
pUaIbHOM KJIETKH, a TakKe Ha CTPYKTYypHO-IHHAMHU-
YECKYI0 XapaKTePUCTHKY KIETOUHOM MeMOpaHbl [4]
(pHCYHOK).

B mocnennue roApl mosiBHiIach HoBas QyHIa-
MEHTaJIbHasl KOHIIETIHs, Onaromaps KOTOpOH Mojenb
«OKHJIKOW MO3aWKM» ObLIa paciiupeHa U JOMOJHEHa
PSIOM MIPUHIUIHATIBHBIX TONOKeHUH. CTalio MOHSTHO,
41O cinokHas apxutekToHnka KC 1 meMOpaHn ocHOBaHa
Ha cnenu(uieckor JIOKaJM3aluy JHIUAHBIX MarTep-
HOB ¥ MAaKpPOMOJIEKYJI, M 3TO UMEET KITF0UeBOE 3HAYCHHE
IUISL COXpaHEHHUsl KU3HEeCTocoOHOCTH OakTepmii. Ha-
pUMep, B HEJJaBHUX SKCIIEPUMEHTAIBHBIX HCCIIEI0Ba-
HUSIX C IPUMEHEHHEM (ITI0OPECIICHTHBIX 30HA0B ObLIH

6/b
NunuaHele  CurHanbHble
g’g padTbl Genku
Lipid rafts kn Signaling o)

CL proteins PE

Knaccuyeckas mogenb cTpoeHusi MembpaH rpamoTpuuatensHbix 6aktepuit no S.J. Singer n G.L. Nicolson (a)
N COBpPEMEeHHas OMeHHas KoHuenuusi aton mogenu (6).

KN — kapanonunuH; ®I' — docartngunrnmuepuH; 3 — dochaTmannaTaHonammH.

The classical model of the structure of the membranes of gram-negative bacteria according to S.J. Singer and G.L. Nicolson
(a) and the modern domain concept of this model (b).

CL — cardiolipin; PE — phosphatidyl-ethanolamine; PG — phosphatidyl-glycerol.
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OTKPBITHI 0051acTH MeMOpaHHBIX (OCchHOTUIUIHBIX J0-
MEHOB H JIMMTUAHBIX PadTOB, OTIMYAIOIIHECS IO CBOUM
XHUMUYECKUM CTPYKTypaMm u pyHKuusm [6, 8]. Otu ot-
KpBITHS CHaudana ObLIH CETaHbl Ha KIETKaxX 3YKapHOT,
a B JaJIbHEHIIeM — B MeMOpaHax rpaMOTpULaTEIbHBIX
(I'p) u rpamnonoxurenshbix ([p*) 6akrepuii.

B mocnenyrommx ucciuenoBaHusIX ObUIO YCTaHOB-
JIEHO, YTO 3TU JOMEHBI ONPENEISIOT TETEPOTEHHOCTh U
ACHMMETPHIO KJIETOYHBIX MeMOpaH M MMEIOT peliaro-
iee 3Ha4eHue A o0ecreyeHus pa3IMyHbIX KU3HEH-
HBIX TpoueccoB B Oakrepusix [9]. [TomyuyenHsie 3a no-
CJIEJTHUE TO/bI SKCIIEPUMEHTAJIbHbIE JAHHBIE HE TOJb-
KO M3MEHWJIM W JOIOJHWIN KJIACCUYECKYI0 MOJEIh
Singer—Nicolson (pHCyHOK, @), HO B TIOPOJUIN HOBEIC
koHuenmuu [9, 10].

U3zeectHo, uto KC I'p~-6akTepuii yctpoeHa Oosee
cloXHO, 4yeM y [p"-MO, u cocTouT M3 HapyXHOH H
BHYTPEHHEH (LUTOIIa3MaTHUECKOI ) MeMOpaH, a TaKkxe
MEpUILIa3Mbl, COCTOALLEH M3 MENTUAOIIMKaHa. boib-
11as yacTh HapyXHOH MeMOpaHbI peCTaBlIeHa IBOM-
HBIM CJIO€M JIUMUAOB, OCHOBHBIM KOMIIOHEHTOM KOTO-
peix sBisitoress OJI [11, 12]. bumonekynsipHas npupoaa
1 aM(UIaTHIeCKHi XapakTep MO3BOJSIOT KIETOUHBIM
MeMOpaHaMm (OpMHPOBATh JIBYCIOHHYIO CTPYKTYPY, 3a-
HIUINAIONIYI0 OAKTEPUH OT BIMSHUS aHTUMHUKPOOHBIX
areHTOB, HO HE MPEMATCTBYIOILYO TOCTYIUICHHIO He0O-
XOAMMBIX JUIsl pOCTa MUTATEeNbHBIX BenlecTs [§, 13, 14].

JpyrumM oTnndmeM sBIseTCs TO, 4TO 00a BuIa Oak-
Tepuil cogepkar pazusie gunononucaxapunsl (JIIC) B
cBoux MeMOpaHax. Y ['p*-6akrepuii pyHKIIMOHATILHBIM
skBuBasieHTOM JIIIC cimy»ar JunoTeixoeBble KUCIOThI
[2], BcTpOEHHBIE B LUTOIIa3MaTHUECKYI0 MeMOpaHy, B
To Bpemst Kak y I'p~-0Oakrepuii JI[IC siBnsercss ocHOB-
HBIM JIMITAHBIM KOMIIOHEHTOM BHEIIHETO CJI0A HapyK-
HOW MEMOpaHBbI.

[lanHO€ TOJOXEHNE TOJIHOCTBIO COOTBETCTBYET
monenu Singer—Nicolson, 0IHAKO SKCIIEPUMEHTaIbHBIC
JaHHBIC OTPaHUYUBAIOT €r0 0OOCHOBAHHOCTH TOJBKO
JUIS CTallMOHAPHBIX (TOYHEE, CTAI[MIOHAPHO-TNHAMHYE-
CKHMX) COCTOSIHUM KieTouHbIXx MemOpaH [10, 13]. IIpo-
BEJICHHBIE 3a IMOCJIEAHNUE AECSITUIIETHS UCCIIEAOBAaHUS
MTO3BOJIMJIM YCTAHOBHTD, YTO X Ka4€CTBEHHBIH U KO-
YECTBEHHBII COCTaB HE SIBIISETCS CTATUYHBIM U MOXKET
3HAUUTEIBHO TPaHC(POPMHUPOBATHCA B OTBET Ha H3Me-
HEHHUe yCIIOBUH cpenbl oouTanus [3, 6, 8, 14].

[Ipy HEKOTOPHIX COCTOSHUSX OaKTepHaIbHOM
KJIETKH, B TOM YHCJIE€ BBI3BAHHBIX 3KCTPEMaJIbHBIMU yC-
JIOBUSIMH Cpefibl 0OUTaHMS, MEHSIOTCS POCTPaHCTBEH-
Hasl OpraHU3alysd U PEMOIEMpOBaHue MeMOpaH ¢ 00-
pa3oBaHHeM (B pe3ysbTaTe Tak Ha3bIBAEMOro MeMOpaH-
HOTO CHHTE3a) BPEMEHHBIX MEMOPAaHHBIX OTHOCIONHBIX
CTPYKTYp TpHU aKTUBHOM MeMOpaHHO-AehOopMHpPYIO-
meM yuactun DJI (Hapsiny ¢ 6enxamu) U popmupona-
HUEeM (oconunuIHBIX JoMeHOB KapauonumnuHa (KJI),
docharnmmruuepunnna (OI) u aApyrux TUOUITHBIX
KJIACTEPOB, HAJCICHHBIX CIEUUPHUUSCKUMH (PyHKIINS-
mu [7, 14, 15]. Hanpumep, nomenst KJ1 y E. coli B 6ak-

TepUaNbHBIX MeMOpaHax Ha MOJ0CaxX KJIETOK BIIHSIOT
Ha TOJISIPHYIO JIOKAJTU3aI[UI0 MHOTHX O€IKOB [15]

Kax ycranoBunu L. Danne ¢ xomneramu (2017) na
Mozenu [p-OakTepuii, Mpy HACTYIUIGHUH CTPECCOBBIX
yCIIOBUH KyNbTHBUPOBAHHUS COTJIACOBAHHBIA MeMOpaH-
HBIH CUHTE3 MPOUCXOIUT BHYTPH KaK [IUTOILIa3MaTHye-
CKOH, TaK ¥ Hapy»KHOH MeMOpansl [ 14].

Tpancdopmanus mpocTpaHCTBEHHOH apXUTEKTO-
HUKHU U PECTPYKTypH3alus OakTepHalbHbIX MEMOpaH
CTaH HOBBIMU OONACTSMH JIJIsl MCCIEOBaHU B MO-
neKynsipHOi MuKpoouonoruu [7, 8, 12, 14]. Cornacuo
COBpPEMEHHBIM TPEJCTaBICHUSIM, YHHUKaJIbHasi CIIO-
cobnoctp KC mpokapuot popmupoBars HelraMUHAp-
HBIE OJHOCIIOHHBIE CTPYKTYpHI B pe3yjbTaTe OMOXH-
MHUYECKHX peakiuuii MeMOpaHHOTO CHHTE3a, MPOXOs-
IIMX BHYTPH KJIETOYHBIX MEMOpaH, UMEET pelIaoniee
3HA4YCHUE JUIsl BEDKUBAHUS U aiantanuu 0akrepuii [3].
[Ipu sTOM Benymas pojib B peMOAEIUPOBAHUU MEM-
OpaHbl y OakTepuil NpUHAAJIE)KUT KaYECTBEHHBIM H
KOJIMYECTBEHHBIM U3MEeHEeHUIM criekTpa dJI, Onarona-
psl 4eMy B MOCIIEJHUE TOABI MOSBUIOCH TIOHATHE POC-
¢donunuIHOTO (IMIIMAHOTO) TroMeocTa3a OaKTepHi
[11, 16, 17].

Q®ochonunugHbin romeoctas 6akrepuin

CriocobHOCTh  OakTepuii KOHTPOJIMPOBATH H
TpanchopmupoBars romeocta3 OJI, kKak U IPyTrux Ku3-
HEHHO Ba)KHBIX COETUHEHUH, MO3BOJISIET UM OOHUTATh B
LIMPOKOM JMarna3oHe YCJIOBUN OKPY’KalOIIEH Cpelbl.
@JI 3aHUMAIOT OCHOBHYIO U BaJKHYIO YacCTh KJIIETOYHBIX
MeMOpaH, He TOJbKO 00ecrieunBasi X BSI3KOCTh, MeXa-
HUYECKYIO IPOUYHOCTh U KPUBU3HY, HO U aKTMBHO pery-
upyst QYHKUUM MEMOpaHHBIX MPOTEHHOB, BXOSIINX
B COCTaB MHOTOUYHMCIICHHBIX PELENTOpOB, (HEepMEHTOB
W TPAaHCIIOPTEPOB, a TaKKe MEXKOEIKOBBIX B3anMOAeH-
ctBuii [16-18].

HecmoTpss Ha 3HaumTensHOE pa3HOOOpasue B
KJeTkax npokaproT DJI-cTpykTyp, OONBIIMHCTBO H3
HUX SBJISIIOTCS IIMLEPOIMIIUIAMHU, COAEPIKALIUMHU JBE
LENU KUPHBIX KUCIOT. Tunuunaeie mosnekynsl DJI co-
CTOST W3 OOpalIeHHON KHapy»KH OTPULATENBHO 3apsi-
JKeHHOU TUApoUIbHOM (ocdaTHOM rOIIOBHOM IPYIIITHL,
MPUCOCAMHEHHON K MIMIEPHHY, U IBYX THAPO(GOOHBIX
AIWIBHBIX LIEMOYEK-XBOCTOB — HETOJIAPHBIX JKUPHBIX
KHCJIOT, 0OpalieHHbIX BHYTph KieTku. [logo6Hoe pac-
nonoxenune ampunarnueckux OJI obecnieunBaet ooOpa-
30BaHUE TUIOTHOW (PU3HMKO-XUMHUYECKOH MeMOpaHHOMH
CTPYKTYpPBI, HETPOHHULIAEMOW JUI1 BOJOPACTBOPUMBIX
BEIIECTB BHEKJIETOUHOU Cpebl U TpeOyeMoi /i KOH-
HEHTPalMUd HEOOXOAMMBIX ISl KU3HEACATEILHOCTH
MoJiekyln B nuroruiasme [14, 16, 18]. Kpome toro, nmu-
Ha LEMHU U CTENeHb HACHIIIEHHOCTH >KHPHBIX KHUCIOT,
BXOALINX B cTpYKTypy DJI, MORYIHPYIOT TONIIUHY U
TeKkydecTh OmomemOpan [1, 14, 18].

Cuntesupyemsblii 0akrepusimu criektp OJI makop-
HO mpencraeieH ¢ocharuaundTanonamuaom (D),
O u gudocharuaunrmuuepunom (KJI), orimnuaro-
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IIMMHCA KOJIMYECTBOM M JUIMHOM alMJIBHBIX LEenei,
YHCIIOM, MOJIOKEHUEM U T€OMETpHEl HEHACHIIIEHHBIX
CBsI3€H, a TAKXKE CTPYKTYPOMH, TOISIPHOCTHIO U 3apsIioM
TOJIOBHBIX yacTelt [2, 6, 14]. Kpome Toro, mis dJI-ro-
MeocTasa 1 QYHKIHOHHPOBaHUs OaKTepHaIbHBIX MEM-
Opan uMeeT 3HaueHHE JIU30(OCchHATUAUIITAHOTAMUH
(JI®D) — merabonuueckuil MHTEpMENnaT, KOTOPBI
oOpazyercs npu ruaposnuse OO wim aerpagauui MeM-
OpaH ¥ BXOJOUT B cocTaB MUHOpHBIX rpymnm OJI [11].
[Tpu ocobbIx ycioBusix (Hampumep, Ipu OakTepUalb-
HOM CTpecce) OTHOCHUTENbHOE cofepkanue JIOD mo-
xeT yBennuuBathbesi B KC u npeBbiaTh puznonoruye-
CKHe clefoBbie KoHueHTpauu (< 1%).

Kpome ocHOBHBIX rpymil, OakTepuu CHHTE3HPY-
10T JIOTIOJIHUTEINIBHBIE, MEHee paclpocTpaHeHHble DI,
Takue Kak (ocaruamixonud, GpochaTuIUICepuH U
docharuammmuozuton [1]. dJI-romeocras nerepmu-
HUPOBaH MEMOpPaHHO-OETIKOBOH apXUTeKTOHUKOH. OT-
HocuTenbHOe coaepxkaHue DJI BapbUpyeT y pa3HbIX
TUNOB (BUIOB) OaKTepui, a X OanaHC KECTKO KOHTPO-
JUpYETCs, B TOM YHCJIE Peryisiueil akTHBHOCTH (ep-
MEHTOB-CHHTa3, YYacTBYIOIIUX B OWocuHTe3e. M3me-
Henne PJI-romeocTa3a MPUBOAUT K HAPYLIEHUIO MPO-
HHUIIAEMOCTH KJIETOYHBIX MeMOpaH, TpaHCTIOpTa OEIKOB
Y DJIEKTPOHOB, HAPYIIICHUIO JeNeHus KieTku [11].

Jnst pa3nu4HbIX BHAOB [p-Oakrepuii LBHTTEp-
noHHbIH DI sBnsercs npeodnanaronum DJI, B To Bpe-
Msi kak anuonHble @' u KJI Gonbine pacnpocTpaHe-
Hel y I[p*-MO [5]. Ycranosneno (va monenu E. coli),
4T0 MeMOpaHbl [p-OakTepuii COCTOAT MPUMEPHO H3
70-75% @3, 20-25% ®I' u 0-10% KJI [13, 19]. D10
COOTHOIIEHHE SIBIISIETCSI OTHOCHUTENIBHO MOCTOSIHHBIM,
3a HCKJIIOYEHUEM IepHoja Mepexosa KIETOK B CTallu-
OHapHyI0 (a3y pocTa, a TaKkKe CIydaeB, KOraa yBelu-
guBaetcs conepxkanune KJI [10, 12, 15]. Ilepeuncnen-
uele DJI coBmectHo ¢ JIIIC cocTaBisioT JIHIHAIHBINA
KJIacTep, BXOJAIIMNA B CIOKHYIO MaKPOMOJIEKYISIPHYIO
CTPYKTYpY, KOTOpas ABJsieTCsl GaphepoM MPOHHLIAEMO-
CTH M 3alUTON OaKTepHaJbHOM KIETKH OT BIHSHUS
9KCTpEMAaJIbHBIX YCIIOBHH, a TakXke co3JaeT u30upa-
TEJbHYIO IPOHUILIAEMOCTH JJIS BEIIECTB, HEOOXOAUMBIX
JUTsE )KU3HeoOecnieueHust oakrepuii [8, 20].

B omnmuuwme ot JITIC, Gosnbliast 4acTh KOTOPBIX Ha-
XOIUTCS B COCTaBE BHEIIHEH MeMOpaHbl (OCHOBHOMN
koMIoHeHT), DJI BXOmSIT B COCTaB Kak BHEIIHEH, Tak
U BHYTpeHHe mMeMOpaHbI (BMeCTe C O-CIHpalbHBIMU
Oenkamu). 37€Ch OHH COCTaBISIOT Oonee 95% wmmnu-
JIOB, MHHLMHUPYS CUTHAJIBHBIE KacKaJbl OMOXMMUYE-
CKUX peakiuii npu 6akrepuansHoM cTpecce [8, 12, 14].

JlunmuaHell ToMeocTa3z MeMOpaH, KOTOPBIH NMeeT
Ba)XHOE 3HAYEHHUE I COXPAaHEHUS KU3HECIOCOOHO-
ctu OakTepwuii, obecreunBaeTcs CKOOPAWHUPOBAHHbI-
MU IIpolleccaMi TpaHCIOpTa W cHHTe3a. B ominume
ot JIIIC, cuHTEe3 KOTOPHIX M3YYEH TOCTATOYHO XOPO-
o, Mexaunu3Mbl coopku DJI uccienoBaHbl B MEHBIIICH
crenenu [9, 11, 12]. [Ipu 3TOM Gonbias yacTh UCCle-
JIOBaHUH TIPOBOJMIIACH HA OCHOBHOW OMOJIOTHYECKOMH
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moznenu — E. coli, a moilydeHHbIe pe3yabTaThl HHTEP-
noaupoBasuck Ha Bce ['p-0akrepuu (y [p*™-MO cunres
nMeeT HeKoTopble omnuus) [13].

VY Oakrepuii, KaKk U y BCEX OPraHU3MOB, OMOCHH-
te3 OJI HaunHaeTCs ¢ aWINPOBaHUs THLEpo-3-doc-
(ata ¢ obOpazoBanueM ¢ocharuaHoi Kuciaorel. OHa
SIBIISIETCSL  KITIOUEBBIM TPEALICCTBEHHUKOM 00pa3oBa-
Hus ocHOBHBIX DJ] y Gakrepuit. B ganpuelimem ¢oc-
(haTuIHAS KUCIIOTA MPEBpAIlaeTCs B UTHIUH-TU(OC-
¢ar-muanunrmunepun (CDP-DAG) ¢ ywactuem ¢ep-
menta CDP-gurmunepua-cunrasel (CdsA). CDP-DAG
SIBIIIETCS TIPEIIIECTBEHHUKOM OCHOBHOTO HMOH-OMIIO-
nsipaoro pochonunuaa — OO v KOHSUHBIX AHUOHHBIX
dochomununos — O u KJI. Audocdarnannrmmme-
puH (KJI) oOpasyercs B pe3yibrare KOHACHCAIIUH JIBYX
monekyn @I [5, 13, 14]. Bce peakuuu cunteza OJI
MIPOMCXOAT Ha UTOIJIa3MaTHYECKO MeMOpaHe, 1 Bce
KITIIOUeBBIE MHTEpMEHNAaThl, Takue Kak (ocdaruaHas
kucnora u CDP-DAG, Takxe cBsizaHbl ¢ MeMOpaHOU
[5, 13, 14, 18].

buocunte3 @JI, umeromuii BaxKHOE 3HAYCHUE HE
TOJIBKO JIJIs1 COXPaHEHUS )KU3HECIIOCOOHOCTH OaKTepuH,
HO W JUTS OAJICPKaHUS UX POCTa B MEPUOA WH(EKIINH,
B MIOCJIE/THNE TOJIbI CTaJI OJHUM U3 MEPCIEeKTUBHBIX Ha-
NpaBJICHUH ONCKA HOBBIX aHTUMHKPOOHBIX MHUILICHEH.
ITomMuMO KIHOUEBOM CTPYKTYpHON POJNM 3TUX JIAIN[-
HBIX JIOMEHOB B KJIETKE ITPOMEKYTOUYHBIE METAOOIHTHI
@JI MOTyT BBICTYIIaTh B KAYECTBE BTOPUYHBIX MECCEH-
JDKEPOB M BBITIOIHATE BAXKHBIC PETYISATOPHBIE (PyHKINU
[8, 21, 22].

JIBycioitHas MeMOpaHHas apXWTEKTOHHKa He
TOJBKO O00ECIEeUYNBACT MEXaHUYECKYI0 MPOYHOCTh M
[EJIOCTHOCTh OaKTepHaIbHBIX KIETOK, HO U BIMSET Ha
TOIOJIOTHI0O MEMOpPAHHBIX OEJKOB, (YHKIHS KOTOPBIX
umeeT BolpaxeHHytlo @JI-zaBucumocts [9, 14]. Ona
OIIOCPEI0BaHa, C OTHOM CTOPOHBI, CBA3BIBAIOIINM JIEHi-
crueM DJI, urparommx poib «rHIpoPOOHOTO Kies»
Uit OenKoBBIX Monekyn (Hampumep, KJI crabunmzu-
pyeT KOMIUIEKCH TpPaHCIOKAIMOHHBIX OenmkoB Sec-
YEQG) [4, 13, 16], a c npyroit — Hagu4ueM CBSI3aHHBIX
@JI-KOMITOHEHTOB B CTPYKTYpE MHOTHX MeMOPaHHBIX
6enkoB [21, 23].

DTO CBsI3aHO HE TOJBKO C MX 0CO00H POJBIO B Oe-
nok-DJI-onocpenoBaHUN PEMOJIETUPOBAHUSA  KJIETOY-
HBIX MEMOpaH, HO U ¢ MOAyJsiuel pyHKuui MeMOpaH-
HBIX OEJIKOB, MHOTHE M3 KOTOPBIX uMetoT DJI B cBoeit
ctpykrype [21, 23]. benok-DJI-cBsa3u obecneunBarOTCs
ruIpOQOOHBIMHA B3aMMOJECHCTBUSIMH (HAIpUMEp, HH-
TerpanbHas MeMOpaHHO-HaTpueBas AaHTUIIOPTEpHas
CTPYKTypa ¢ Moyiekyinoit @3 B coctase) [14] wiu mo-
CPEICTBOM 3apsIOBBIX B3aMMOIEHCTBHUH (Hampumep,
MeMOpaHHO-MHTETPaJbHBII HOCHUTENh MHTOXOHAPH-
aNpHOTO ajeHo3uHTpUdochara, UMEIOUHNA B COCTaBe
KJD) [9, 24].

Taxum o0pazom, 3a IecATUIETUS U3y4YeHHs Ju-
MUJIHBIX TOMEHOB OaKTepuil HAKOMHJIOCH JOCTAaTOYHO
MHOTO HMH(OPMAIMM O XUMHYECKUX M (U3UYCCKUX
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OB30PbI

[aHHble 0 dyHKUMAX 1 yyactumn OJ1 B xum3HeobecneyeHun 6akTepranbHbIX KNETOK, NONyYeHHbIE HA OCHOBE MOJEKYNAPHO-
reHeTN4eckon TpaHcopMaLMn reHoB, KoanpyrLLnX GruocuHTes ®J1

Information on the functions and participation of phospholipids in the life support of bacterial cells obtained on the basis

of molecular genetic manipulation

leHeTnyeckasn
(O)]] OcCHOBHbIE (PYHKLMUN B KINETKe NcTOYHNKN
TpaHcopmaUus Phospholipids Main functions in the cell Sources
Genetic manipulation
+ pssA [0XC) Ob6ecnevmBaeT LENoOCTHOCTb MeMBpPaH, NOBEPXHOCTHbIV U 3NIEKTPOXUMUYECKIN [19]
Phosphatidyl- noTeHuman, rmgpogobHOCTb; YYBCTBUTENbHOCTb K BHYTPUKNETOYHOMY
ethanolamine MOAKUCINEHUIO
Provides membrane integrity, surface and electrochemical potential,
hydrophobicity; sensitivity to intracellular acidification
A pssA [0XC) OTcyTcTBUE NposiBnseTcs AedekTamm KIeTOYHOro AeneHus, aHepretudeckoro  [20, 25, 26]
Phosphatidyl- obMeHa 1 HapyLleHneMm CTPYKTYpHOW opraHu3aunn. HapylueHne noaBmxHOCTH
ethanolamine GakTepuin 1 xemoTakcuca. HapylueHne yHKLMM BTOPUYHBIX TPAHCNIOPTEPOB
(caxapoB 1 aMUHOKUCIIOT)
Its absence is manifested by defects in cell division, energy metabolism and a
violation of structural organization. Impaired motility of bacteria and chemotaxis.
Dysfunction of secondary transporters (sugars and amino acids)
A psd (02C] OTcyTCcTBME NPUBOANT K MOAYNALMN TEMMNEPAaTYPHOW YyBCTBUTENbHOCTMH, [8]
Phosphatidyl- HapyLeHuto LenocTtHocTn KC 1 membpaH, aBupyneHTHOCTH (MbILn)
ethanolamine Its absence leads to modulation of temperature sensitivity, to disruption
of the integrity of the cell wall and membranes, and avirulence (in mice)
A pgsA drukKn OTcyTCcTBME BbI3bIBAET HAPYLLEHUE cuHTe3a bernka Hapy>KHOW MeMbpaHbl, [14, 24]
Phosphatidyl- [OerneHns KneTok, SHepreTM4eckoro obMeHa 1 0OCMOTUYECKOW perynsumm,
glycerol and CHWXXEHMIO XM3HecnocobHocTn bakTepuin. HapylweHne cuHTesa npvBoamT
cardiolipin K TEPMOYYBCTBUTENBHOMY AedeKTy pocTa npu 42°C
Its absence causes a disturbance in the synthesis of the outer membrane protein,
cell division, energy metabolism and osmotic regulation, and a decrease
in bacterial viability. Suppression of the synthesis leads to a heat-sensitive
growth defect at 42°C
+ pssA dochaTnanncepvH [MoBbIWaeT TONepaHTHOCTb K MPOMbILLIMEHHBIM UHIMOUTOpam cuHTeda ®Jl [19]
Phosphatidylserine Increases tolerance to industrial inhibitors of phospholipid synthesis
A clsA Kn BbiiBNeHO yyacTne B MOAYNALMM akTUBHOCTU 1 koampoBaHun KIl-cuHTasel 1 [20, 22]
Cardiolipin aerngporeHasbl, a Takke perynsauum CKopocTn OKUCAUTENBHOTO dpocdopunu-
poBaHVsA 1 pemogenupoBaHns membpaH. MNoTteps xn3HecnocobHoCTH nocre
AnuTenbHOM UHKybaumm B cTaumMoHapHon dase pocTta
Participation in the modulation of activity and coding of cardiolipin synthase
and dehydrogenase, as well as the regulation of the rate of oxidative
phosphorylation and remodeling of membranes. Loss of viability
after prolonged incubation in the stationary growth phase
+ cIsA Kn CHmxeHe MeMObpaHHOro NoTeHumarna, BO3MOXHasl NoTepst XKM3HecnocobHoCTH, [20, 22]
Cardiolipin HapyLweHue bapbepHoi yHkumm KC
Decreased membrane potential, possible loss of viability, impaired barrier function
of the cell wall
A clsBC Kn YMeHbLuaeT AnvHy baktepuanbHon knetku Ha 20% v cHwxaet 6uocuHTes nunuaa  [23, 24]
Cardiolipin Il Ha 20%. MNoBbIWaeT YyBCTBUTENLHOCTb GaKTepuUii K aHTMBMOTUKaM

Reduces bacterial cell length by 20% and reduces lipid Il biosynthesis by 20%.
Increases bacteria sensitivity to antibiotics

MpumeyaHwme. (+) — NOBbILLIEHHAS IKCMPECCUS TeHOB; A — HM3Kas 9KCMPECCUsi FeHOB (HoKayThl).

Note. (+) — hybrid models; A — knockouts (mutants).

CBOWCTBaX, a TAKIKE O CTPYKTYPHOM Pa3HO00pa3uu Kiie-
ToudblX DJI u MexaHHW3Max, KOHTPOJIUPYIOLIUX JUHA-
MHUYECKOE MTOCTOSIHCTBO COCTaBa KJIETOYHBIX MEMOpaH.
OnHaKo /10 TOCIIEHEr0 BPEMEHH HE ObLIO HCCIIeI0oBa-
HO, KAKMM 00pa30M 3TH CBOWMCTBA OMOCPEAYIOT OHOIIO-
ruyeckue Qynkuun OJI. Kpome toro, 6bu1H HensBecT-
HBI POJIb ¥ 3HAYCHUE KAXKJIOTO U3 HUX JUIsl (PU3HOJIOTHH,
YKU3HECTIOCOOHOCTH WJIU IEJIOCTHOCTH OaKTepUaIbHON
KJIETKU. DTU UCCIICA0BAHUS CTAJIU JIOCTYITHBI MTOCIIC UC-
OJIb30BaHMSI MOJICKYISIPHO-TCHETUYECKUX MOIXO0JIOB,

MOHEKynﬂpHO-I'EHETI/I‘-IECKVIe noaxopbil,
HanpaBJieéHHbIe€ Ha yeneBoe moaynmpoBaHumne
6uocnHTesa pochonunugos

beicTpoe pa3BuTHE MOJIEKYJSIPHOM T'€HETUKU C
cepeanHbl 1970-X TIT. MO3BOJMIIO pa3paboTarh MEpBbIE
peKOMOMHAHTHBIE WTaMMbl E. coli, KoTopas sBiseTcs
HauboJiee PacHpOCTPaHECHHONW MOJEIBHON CHUCTEMOI
it u3ydenus: pynkuun OJI. Tpanchopmanus crekrpa
OakrepuanbHbix hocomununos (O3, @I, KJI, doc-
¢daruamiceprHa 1 pocharuaAUIXONNHA) AOCTHTAIACH
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MyTeM CO3[aHMsl HYJIEBBIX MYTAaHTOB COOTBETCTBYIO-
IMX TEHOB, KOTUPYIOIIMX MeMOpaHHBIE (EpMEHTHI,
KaTaJM3UPYIOLINE KIFOUeBbIe peakuu onocuaresa dJI
[20, 23, 25]. Llenbto 3TUX HCCIENOBaHMI OBUIO pellie-
HHUE BOMpOCa O (QYHKIHMAX WIH HEOOXOAMMOCTH CIie-
muuyecknx OJI mi1st coxpaHeHuUs )KU3HECTIOCOOHOCTH
OakTepuil B HEOJArONPHUATHBIX YCIOBHAX Cpelbl 00u-
TaHus, B TOM YHCJE B pe3yJbTaTe BO3JEHCTBUS aHTHU-
6uotukos [20, 22, 24].

HUctopus n3yuenus: 6akTepuaabHOro MeTabonus-
Ma OJI 1 pony OTAENBHBIX JUMUAHBIX KIACTEPOB IS
JKU3HEIEATEIbHOCTH KIIETOK SBJISIETCA YNauHbIM IpHU-
MEPOM COEAMHEHHUS SH3UMOJIOTHMM M TEHETHKH. IJTO
COTPYAHHUYECTBO HauboJjee TIOJOTBOPHO MPOSBUIIOCH
B KOHIIe XX B. B IpyIIax UCCIEN0BATENIEH BO ITIaBE C
A. Kornberg u E. Kennedy [20].

CucreMarnieckasi TeHeTHYEeCKast TpaHCQopMaIus
cnektpoB @JI GakTepHaiIbHBIX KJIETOK IyTeM HalleNd-
BaHMA Ha TeHbI, KOAUPYIOIKE (epMEeHTH OHOCHHTE3a
@JI, mo3Bomnuia MPOBEPUTH X QYHKIHIO i71 VIVO U BbI-
SIBUTh HOBBIC POJIM B )KH3HEOOEeCTIeUeHuH OaKTepHii Ha
MOJIEKYJIIpHOM ypoBHE (Tadnuua) [20, 25, 26].

Hnst uwccnenoBanus cnenn(UUEecKod peakuu
OakTepuanbHOW KIETKH Ha CTPECC B YCIOBHSX Aehu-
uura neneBbix OJI aBTopbl TPUMEHWINA aHAIU3 PETOP-
TEpPHBIX T€HOB JUIsSI J10303aBHCHUMBIX XapaKTEpHUCTHK,
BECTEpH-OJIOTHI M HM3MEPEHHs] BTOPHUYHBIX MECCEH-
JKEPOB JJI BBISBJICHUS YHCIEHHOCTH M aKTUBHOCTH
KJII0YeBBIX perynsartopoB [20, 24]. [lonydyenHnsle naH-
HBIC CBUJCTEILCTBYIOT O TOoM, uTo ®I- u KJI-nedu-
HUTHBIE KJIETKU aKTUBUPYIOT Pa3IMuHbIe MOJEKYIsp-
HO-MOP(OJIOTHYECKIE MEXaHU3MBI CTPECCOBOTO OTBETa
[22, 24, 25].

Z.D. Dalebroux ¢ koyieramu, u3ydas peakilvio
Ha cTpecc E. coli B MOIENBHBIX YCIOBHAX IeduiuTa
®D, oOHapyKWUIK 3HAYUTEIbHBIE U3MEHEHHS B MOP-
¢donorun u crpykrype KC, coxpaiienne IIHHBI HETH
agTureHa O, CHIDKEHHE MeMOpaHHOTO MOTEHIMAa,
MeTabO0JIIMYeCKON aKTUBHOCTH W THIIEPCIIOCOOHOCTH
K (hopMuUpOBaHUIO OMOIICHKH IO CPAaBHEHHUIO C KOH-
TPOJILHBIM MITaMMOM [7]. YCTaHOBJICHO, YTO ACHUITUT
unu ynanenne OO BBI3BIBAIM IUICHOTPOITHOE JICH-
CTBHE, BBIPA)KEHHOCTh KOTOPOTO 3aBHCENa OT JKC-
MIPECCUU I'eHa pssA, KOIUPYHoIero cuure3 gocaru-
JTUJICEPUHCUHTA3bl, KaTaJU3UPYIOIIEH CHHTE3 3TOTO
@JI [7, 20].

B mocnenyromux wuccienoBaHUSX YCTaHOBJIEHO,
yto cuHTe3 KJI y Oakrepuil siBIsieTcs CIOXKHBIM IPO-
neccom, 3aBHcAmUM OT Tpex u3odopm KJI-cunTtazsl
(CIsABC), kotopble kKaTanu3upytoT npoaykiuo KJI B
crannoHapHoi ¢aze [11]. B ycnoBusix nedunmra sToro
@Jl y E. coli nmpu peakinu Ha CTpecc MPOUCXOAAT MOp-
doduznonorunyeckre Tpanchopmanuu B KIETKE, OII-
HAKO y 3TUX MYTaHTOB BbIsIBJIEHA OoJiee JUIMHHAS 1IeTh
anTureHa O, koTopasi BOCCTaHABIMBAJIACh MOCIE WH-
TyKIIAU TeHa clsA, kopupyrorero cuute3 KJI-cuuTassl,
a Taxke (B ominuune ot gedunura ®3J) cHUKEeHHe cro-
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coOHOCTH K (hOPMUPOBAHHUIO OMOIUICHKH, YCTOHYMBO-
CTH K BO3JEHCTBHIO NMEPEKUCH BOAOPONA U IIEITOYHOM
pH, ocMoTHYecKoMy cTpeccy M OpraHMYECKHUM pacTBO-
putemnsam [11, 20]. Kpome toro, nedunut KJI npuBomun
K HapylIeHUIO OpraHM3allMy W aKTUBHOCTH MeMOpaH-
HBIX OCIIKOB, YYaCTBYIOIINX B OKUCIUTEIBHOM (hocdo-
punupoBanuu y 6axrepuii [12].

[NosiBieHHE HOBBIX CBEIACHHU O CHEIM(PHUSCKUX
meMmOpanHbIX ¢QyHKIusIx OJI npowmzonuto Onmaromapst
(hopMUPOBAHUIO €IMHOTO KOMILJIEKCHOTO IMOAXoJa K
U3y4YCHUIO UX poiu B (usnonoruu Gakrepuid [8]. Pe-
3yABTAThI UCTIONB30BAHUS MOJIEKYIIPHO-TEHETHYECKUX
MOJTXOI0OB U METOJI0OB MUKPOOHOJIOTHYECKON BU3YaH-
3alWy, TOJyYEeHHBIE B TOCJIETHHE TOJbI, TO3BOIHMIN
YCTaHOBUTH, UTO HapyueHue PJI-romeocraza mpuBo-
JUT K BBIPAYKEHHBIM H3MEHEHUSIM MaKPOMOJIEKYIISIPHO-
ro cocTaBa OaKTepHaIbHBIX KJIETOK, COITPOBOKIAEMBIM
SHAOTEHHBIM CTPECCOM W BBIPAKEHHBIM ILIEHOTPOII-
HBIM KJ1eTouHbIM 3 dexrom [20, 26]. Kpome Toro, kom-
mwiekcHoe n3ydenne DJI-3aBucumMoi GakTepuanbHOMN
aJanTauy BBIIBIJIO Ba)XHOCTH JIMIHAJHOTO COCTaBa
OakTepuaNbHBIX MEMOpaH Ui MOAJIEPXKaHUs (HOPMEI
1 pa3Mmepa KIIETOK, a TAKKe WX CBSI3b C METa00IH3MOM
TP DK30T€HHOM cTpecce [8, 20, 27].

Orun @JI-3aBucumble 3PQPEKTH BKIIOYAIOT HE
TOJIBKO U3MEHEHUSI MEMOpPaHHBIX TPAHCIOPTHO-CHHTE-
TUYECKHUX ITyTeH, HO U, KaK I0Ka3aJi0 N3y4YeHNE TeHEeTH-
YeCKHM M3MEHEHHBIX IITaMMOB, 3aMEJIEHHE CKOPOCTH
OmocuHTE3a MEMOpaH, HapyIIeHUE KIETOYHON aire3un
[20, 26].

Hanpumep, skcrieprMeHTalIbHBIE HCCIIEAOBAHUS
E. Mileykovskaya ¢ koyuteramu Ha n305ATax ¢ HOKay-
TUpOBaHHBIMU TeHaMu A pssA u A clsA nokaszamu, 9to
y OakTepHaNbHBIX KIETOK, JUIIeHHBIX PO wm K,
MIPOMCXOMIIO yYBETMYEHNE TETEPOTEHHOCTH pa3MepoB
Y IOJTMMOP(HOCTH B YCIOBUSAX CHUKEHHOH JOCTYITHO-
CTH MIUTATEILHBIX BemecTB [24]. Kpome Toro, Hapyrie-
aue DJI-romMeocraza MPUBOAUIO K HApPYIICHUIO (op-
MHPOBaHUS OMOIUICHKH, peai3allii MHO)KECTBEHHBIX
MyTeH 3aUIUTHBIX CTPATErvii MPOTUB BHEIIHUX CTpEC-
COB OKpY’KaroIleil cpelibl, IOBBIIEHNIO TyBCTBUTEIIb-
HOCTH K aHTUMHUKPOOHBIM BeriecTBaM [20, 24].

B npyrom nccnemosannu D.K. Giles ¢ komrera-
MU YCTaHOBHWIIM, YTO KOTJa KIETKH [p~-B0o30yauTens
xonepsl Vibrio cholerae monsepraiuch BO3ACHCTBUIO
KeJ4W, y HUX HaOIoNanoch COMyTCTBYIOIIEE N3MEHe-
Hue ypoBHed @D (cumxenue) u KJI (yBenuuenue) c
MOCJIEAYIOUUM PEMOAETUPOBAHUEM KJIETOYHBIX MEM-
Opan [26]. AHanornuHeie MeMOpaHHBIE TpaHChopMa-
LMY IPOUCXOAST U y ApYrux I'p -matoreHoB Mpu B3au-
MOJEUCTBUM ¢ UMMYHHON CUCTEMON MaKpOOPraHU3Ma
WM TIPY BO3ACHCTBUH aHTUMHUKPOOHBIX BemiecTs [20].

V.W. Rowlett ¢ koineramMmu ycTaHOBWIIH, YTO Me-
XaHU3M, NOOYKAatouuii kK Hauamy u3meHeHus DJI-ro-
MeocTasza y OakTepwil U Mmoclenyromein MmeMOpaHHOR
PECTPYKTYpH3alllK, CBA3aH C aKTUBALMEH JBYXKOM-
noHeHTHBIX cucteM PhoPQ u PmrAB, pearupyrommx
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Ha BHEIIHUE CTPECCOPHI U 3aMMyCKAIOMIUX IKCIPECCUIO
COOTBETCTBYyIOIMX reHoB [8]. B HemaBHeMm wuccieno-
BaHWH, MPOBEICHHOM aBTOPaMHU, OBUIO MOKAa3aHO, YTO
P HapYyIICHUU cuHTe3a MeMOpaHHbIX DJI akTuBarus
PhoPQ B cTpeccoBbIX YCIOBHUIX HE MPOUCXOAMT, Oak-
TePUAIILHBIC KJIIETKH TEPSIOT CIIOCOOHOCTh K PEeMOjie-
JIUPOBAHUIO MEMOPaH U pealin3alii MHOTOUUCIICHHBIX
MEXaHU3MOB OTBETA Ha cTpecc [8].

(DOC(I)OHI/IHI/I,D,HbIe AOMEHbI KNeTO4YHbIX
MeM6paH n Knaccn4yeckaa mopgeib
CKNOKON MO3anKun»

B mocneanue roapl nosiBuiack HoBasi GyHIaMeH-
TaJbHasi KOHLEMIM, YTOYHSIIOMAas KIacCUIECKYI0 MO-
JEKYJSIPHYIO (PIFOMIHO-MO3aUYHYI0 MOJETH (<OKUAKON
MO3aMKH») KIETOUHBIX cTpYKTyp (Singer—Nicolson),
KOTOpas ObUIa IpesioKeHa OKOJIO MoyBeka Hazaf [4].
Orta cTapas, HO OCTaIOIIAsICs B CUJIE MOJIEb OCHOBaHa
Ha mocTtyiare 0 JuQQy3nOHHON MOABIKHOCTH U PaB-
HOMEPHOM DPAacIpeAeICHUU B OJHOPOJHOM KJIETOYHOM
MeMOpaHe JBOWHOTO JIMITUAHOTO CJOS, SIBIISIOIETOCs
«MOpPEM JIMIIUJOB» C IUIABAIOIIMMHU B HEM OelKkamu
[2, 4] (pucyHOK, a).

B nauwane XXI B. 3Ta Mozmenb ObLIa pacuiupeHa
M JONOJHEHA PSIOM MPUHLUIHAIBHBIX MOJI0KEHUH.
YcraHoBIEHO, UTO clloykHas apxuTekToHuKa KC u Mem-
OpaH He SBIISIETCS «MOPEM JIMIIHIOB», a OCHOBaHa Ha
crenn(prUecKol JIOKaIN3alui BEICOKOYPOBHEBBIX Ma-
KPOMOJIEKYJISIPHBIX JIOMEHOB, 00eCreyrBalonInX MHO-
r'He KJIeTOYHble (PyHKINHU, MMEIOIINE KITI0YeBOe 3Have-
HUE IJIs1 COXpaHEeHUS JKU3HECTIOCOOHOCTH OakTepuii [3,
6, 22] (puCyHOK, 0).

Hanpumep, B skcriepuMeHTaIbHBIX HCCIIEJOBAHU-
X C MPUMEHEHHEM (IIIOOPECIEHTHBIX 30HJO0B ObUIN
OTKPBITHI 00nacT MeMOpaHHbIX DJI-1oMeHOB, oTIINYa-
IOILUXCS 110 CBOEMY JIMMMJIHOMY COCTaBy (JIMMUAHBIE
JOMeHHI) [0, 20, 25], u pad1hl (Tu10THI) 28], pasnuuHbIe
no (u3nYecKkuM XapaKTepUCTHKaM (OTpUIATETBLHON
WM TIOJIOKUTENbHOW KpUBU3HE) [27] Min anekTpuye-
CKHM TOTCHIINAJIOM [26]. DTH HCClIeOBaHUS TOKA3aJIH
BaKHEHIYI0 posib DJI-10MEHOB AJI KJIIETOK U MOCTa-
BWIH TIOJ, COMHEHHE (IIOUIHO-MO3aMYHYI0 MOJCIh
Singer—Nicolson cHadana ajs SyKapHOTHYecKHX [22,
24], a no3mHee — i1 OaKTepPUANIbHBIX KJIETOK, IJIC 3TH
JIOMEHBI UIPAIOT POJIb MUIICHEH JUIsl crienu(puIecKoi
JTOKaJIU3aIin OeIKOBBIX KoMITIekcoB [11, 15, 29].

CoBpemennble uccienoBanus [15, 18, 22] ¢
WCIIOJIb30BAHUEM MAacCC-CIIEKTPOMETPUH U TaHIEM-
HOM Macc-CIeKTpOMETpUM Ha Moxeisx E. coli, P.
aeruginosa v B. subtilis nokazamu, uyto ®JI-cocras
OaKkTepuaNbHBIX MEMOPAaH MOXKET PEe3KO M3MEHSTHCS B
npoliecce XXU3HEHHOTo IuKIIa Oakrepuii. Kak mokazanu
WCCIIEZIOBAaHUS, TIPOBEIEHHBIE C MOMOIIBI0 MeMOpaH-
HBIX MOJIEJIBHBIX CHCTEM M THUApPOodoOHOro (aroopec-
neHTHoro Kpacutens 10-N-HOHATaKpUIUHOBOTO OpaH-
’KEBOTO, PACIOJIOKEeHHE B OaKTepUAbHBIX MEMOpaHax
KJI-nomeHOB HEpaBHOMEPHO — MPEUMYIIECTBEHHO B

MOJISIPHBIX M [IEPEropoAOYHBIX 00JIACTSX, 4TO odecrie-
YHMBaeT BBINOJHEHUE MMM crieruduyecknx (QyHKIUH
[19, 20, 25].

[pu Bo3elicTBMY HA GaKTEPHU aMHHOTIIMKO3HUIOB
MPOUCXOIUIIO TiepeMelieHe u knactepusauus KJI-mno-
MEHOB 0e3 M3MEHEeHHUs TeKy4decTd MeMOpaH. [Ipu sTom
peanu3oBaiuch QyHKIMHU, KOHTponupyembie KJI: wH-
THOMPOBaHUE JIBIXaTEIbHON [IENH U U3MEHEHUSI ()OPMBI
6axtepuil (YMEHbIIEHUE JUITUHBI  yBETNYEHNE KPUBH3-
HBI) [21, 23, 24]. OTH pe3yabTarhl IPEAICTABISIOT OOJb-
IO MHTEPEC IS pa3padO0TKH HOBBIX MEPCICKTUBHBIX
AHTUMHKPOOHBIX CTpaTeruil, HalleJICHHBIX Ha WHTHOU-
poBanue cunresa KJI.

IIpu uccnenoanuu 1oMmeHoB ®I' B OCHOBHOM HC-
nosib3oBarch DJI-cienndpuueckue KaTHOHHbBIE KpacH-
term cepunt FM (FM4-64, FM1-43 u FMS5-95), xoto-
pBI€ IOKAJIM30BAINCH B CITUPATBHBIX JTUIUIHBIX CTPYK-
Typax KJIETOYHON MeMOpaHbl B KieTkax B. subtilis, rie
WHAYIUpOBaIach dKcrpeccus reHa pgsA [6, 11, 20].
BeIsiBIIEHO, YTO IpenMyLIeCTBEHHAs JoKkanu3anus OI
B CIIMPAJIbHBIX CTPYKTypax B. subtilis conpoBoxmanach
YBEIMYEHHEM KOHIICHTPAIMH B 3TUX MaTTEPHAX U KITIO-
YeBBIX OCJIKOB KJIETOYHOTO nenenus FtsA u FtsZ [6].

OTH OTKPBITUS TIOOYIMIIN UCCIIEA0BATh JOKAIN3a-
muo PO ¢ HUKINYECKUM HENTHUIHBIM 30HAOM Ro009-
0198, xoTopsrii crienmuUIEeCcKH CBA3BIBACTCS C TUMHU
@DJI [1, 8, 9]. O6padoTka OMoTHHUIMPOBAaHHEIM R009-
0198 ¢ mocrmeayrOmuUM KOHBIOTUPOBAHHBIM C TETpa-
METHJI-POIaMHUHOM CTPENTABHINHOM II0Ka3aja, 4TO
®D-10MEHBI JOKAJIN3YIOTCA B MEPETOPOIOYHBIX MEM-
OpaHax BETETAaTMBHBIX KJIETOK E. coli, a Takke B MEM-
OpaHax MOJIIPHOU MEPErOPOIKU U 000J0UCUHBIX MEM-
OpaHax CIIOPYIUPYIOMNX KIETOK B. subtilis. B aTuxX ke
KJIETOYHBIX IMaTTepHaX JOKAJTU30BAINCH U OOJIBIINH-
CcTBO  (QochaTHIUICEpUHCUHTA3, KATaTH3HPYIONIHX
cunTe3 nanaeix OJ1 [28, 30].

BaxxHOW 0COOCHHOCTHIO COBPEMEHHOW KOHIIEII-
UM CTPOEHHS KJIETOYHONH MEeMOpaHBI CTal0 OTKPBITHE
JTUMAIHBIX padToB (IUIOTOB) — MUKPOIOMEHOB — JIO-
KaJM3alii BOKPYT OINPEIeNICHHBIX CUTHAIBHBIX OEKOB
OTIpe/IeNIeHHbIX BUOB JIUMHUIO0B. DTH KIIacTephl JINTIH/I-
HOTO OHMCIod, BKparuieHHble Ha ToBepxHocTH DJI, Obutn
B Hauase X XI B. 0OHapyKeHBI B 9yKapHOTUIECKHUX KIIET-
Kax (4ro OBIIO PACIICHEHO KaK SBOJIONHS KIIETOYHOM
CIIOKHOCTH), TA€ ONpeNeNeHbl WX CHTHAJbHBIE (yHK-
un. B mocnemyromie Tofp! SKBUBAIEHTHBIE MUKPOZIO-
MEHBI BEISIBIICHBI U B OaKTEepHaTbHBIX KIIeTKax [25, 27].

Hcmonb3yss MeTonm KUIKOCTHON Xpomarorpadun
B COYETAaHWHU C MAacC-CIEKTPOMETPHUIECCKIM aHAIIN30M,
vccaenoBarTein o0HapyXwin y B. subtilis dyHKIINO-
HaJTbHYIO0 CKBaJICHCHHTa3y YisP, komupyemyio re-
HOM yisp. JlanbHellue UccieloBaHus MoKa3aiu, YTo
(hYHKITMOHATBHBIE TUTTUAHBIC padThl B OaKTepHaTbHBIX
MeMOpaHax, KaKk ¥ B 9yKapUOTHIECKUX, KOOPAUHUPYIOT
KJIETOYHbIE CHTHAJIBHBIE ITyTH CEKPELUH OETKOB W WX
TpaHCcIopTa, 00eCIeynBasl aIanTalliOHHbIE PEaKIui 1
x)u3HecnocooHocTh MO [25, 29]. Kpome Toro, o6Hapy-
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JKEHO, UYTO HEKOTOphIE MaTOreHHbIC OaKTepuH BBIPabo-
TaJM PSi/I MEXaHU3MOB HUCIIOIB30BaHNUS JIUMUAHBIX pad-
TOB JUIsI IPOHUKHOBEHUSI B KJIETKA MAKPOOPTaHM3MOB 1
WHIYKIUU WHQEKITMOHHBIX 3a00sieBanuii [27, 28].

OtkpeiTHe padTOoB B cocTaBe MeMOpaH TO3BO-
JUJIO TI0-HOBOMY B3IVIIHYTh Ha HW3BECTHYIO Ipolie-
MYy COBPEMEHHOW MEMOpPaHOIOTMH — 3aBUCUMOCTD
(GYHKIMOHUPOBaHHUST MEMOPaHHBIX OEIKOB OT JIMTIHI-
HOTO COCTaBa MEMOpaH, COAJIAHCUPOBAHHOTO TaKHM
o0pa3oM, 4TOOBI CO371aTh HEOOXOIUMBIC YCIOBUS IS
KOPPEKTHOH U 3(QeKTUBHONH paboThl MeMOpaHHBIX
OenkoB. Bricokoe coziepkaHUE CUTHAIILHBIX OCJIKOB B
padToBOii 30HE CBUAETENLCTBYET 00 MX y4acTUH B pe-
TYISIUH MeMOpaHHBIX Tporeccos [27].

Takum oOpazom, Onarogapsi COBpeMEHHBIM aHa-
JUTHYECKUM TEXHOJOTUSAM OBUIO YCTaHOBJIEHO, YTO
MHOTHE MaKpOMOJEKYJbl B OaKTEpUATbHBIX KIETKaX
UMEIOT CTIeIUPHUUYECKYIO JIOKanu3auoo. B yactHocTH,
HaJIM4ue ompeneNeHHbXx MeMmOpaHHbIX DJI-momeHoB
ABJSIETCS. BaKHBIM  JOTIONIHEHWEM  CYIICCTBYIOMICH
KJIACCUYECKOM MOJENH «OKUJKOU Mo3aukny». M3ydyeHue
3HAUEHMs ITHUX KIJIACTEPOB MAJISl JKU3HECTIOCOOHOCTH
OakTepuaNbHBIX KJIETOK ellle He 3aKOHYEHO, HO YiKe
YCTaHOBJICHO, YTO OTH JOMEHBI M padThl UTPAIOT Be-
OYUIYIO pojib B 00ECTIIE€YeHUH Ba)KHEHIINX KIETOYHBIX
MPOIIECCOB, BKIIOUAs JEJIEeHUE, IMepeAady CHUTHAJOB,
CHOPYJISILMIO, BKIIOUEHHE aJalTUBHBIX PEakUuil Ha
BHEIIIHUE CTPECCOPHI H JP.

(DOC(I)OJ'II/IHI/I,EIHbIe AOMEHDbI N COBpEMEHHDbIe
aHTI/IMI/IKpOGHbIe cTpaTternn

BakrepuanibHbie MeMOpaHbI IPEACTABISAIOT COO0H
OCHOBHOH 0Oapbep, 3alIUINAIOMINN BHYTPHUKICTOYHBIE
CTPYKTYPBl OT aHTUMHUKPOOHBIX arcHTOB, U IO3TOMY
SIBJISIFOTCS [JIABHBIMU MUIIICHSAMHU B MEXaHU3MaX TOKCH-
YECKOr'o JICUCTBUS MHOTHX aHTHOMOTHKOB [1, 2, 8]. Ux
BO3JICiiCTBUE HANPaBIICHO HA MOBPEXICHNE HIIH Pa3py-
nIeHue OaKTepUabHBIX MEMOpaH, uTo SIBISETCS CIel-
CTBUEM HapyIICHUS OPraHU3AlUU JUITHHOTO OUCIIOS
[28, 30].

OnHako B MOCHEIHUE AECATHIIETUS YBEITUUNBAIO-
1iasicsi aHTHOMOTUKOPE3UCTEHTHOCTh aroreHHbpIx MO
BCE Yallle CHUXKAET d3PPEKTUBHOCTH MPOBOAMMOTO 3TH-
OJIOTHYECKOTO JIeUeHHsT OaKTEepUaNbHBIX WHPEKIHHA M
CTHUMYJIHPYET pa3paboTKy aJbTepHATUBHBIX aHTHOAaK-
TepUATBHBIX TeXHOMOTUH [23].

HenasHo Oblna mpezsioxkeHa HOBass aHTUMHUKPOO-
Hasl CTpaTerysl, CBsI3aHHAs C UCTIOJIb30BAHUEM aHTHMHU-
KpPOOHBIX TOJIMKATHOHHBIX arceHTOB, CICIU(MUICCKHIT
MEXaHN3M JIEHCTBUSI KOTOPBIX HAMpaBieH Ha paslelie-
HUE aHUOHHBIX JIMMTUIAHBIX KJIACTEPOB. DTO MPUBOJUT K
00pa30BaHUI0 B MEMOpaHe CKBO3HBIX Jie(eKTOB (TIop)
B pe3yabTare 3ameieHus Auddy3HbIX mporeccos u ¢a-
30BOTO Tiepexofa B obnactu DOJI-mOMEHOB U JTUITUIHBIX
padToB, a TaKKE UX MOCIENYIOIICH cerperaiun [28, 29].

VYka3zaHHbIe TpaHC(HOpPMAIMK BI3BIBAIOT, C OHOMN
CTOPOHBI, MOBBIIICHHE MPOHUIIAEMOCTH MEMOpaH st
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AQHTUMUKPOOHBIX areHTOB M JIECTa0MIM3AIMUIO CTPYK-
TYpBI OUCIIOf, a C IPYTOM CTOPOHBI, pa3pyIIeHUEe JIUTH/I-
HBIX MaKpOMOJIEKYJ, YTO CHHKAET YKHM3HECTIOCOOHOCTD
Oakrepuii [28]. B kauecTBe MEPCIIEKTUBHBIX MMOJUKATHU-
OHHBIX areHTOB B MOCJEAHUE TO/bI U3y4aeTcsl UCTIONb-
30BaHHE HEKOTOPHIX aHTUMHUKPOOHBIX MEeNTHIOB [29].

3aKknioyeHuve

O00011as MOJyYCHHBIC JaHHBIC, MOXKHO CZEJaTh
BeIBOA, uT0 DJI-roMeocTa3 MMeeT KIIOYSBOE 3HAYCHUE
IUTSL KM3HEO0eCIIeUeH s CIIOKHON CUCTEMBI aJIalTaliu
MO, ynpaBieHHsI MEXaHU3MaMHU PEMOJIETMPOBAaHUS KIle-
TOYHBIX MeMOpaH. B mocneqaue necsaTuaeTist OTHUM U3
DIaBHBIX JOCTM)KEHWH B KOHLECIIMU MOJETH OHONIOTH-
YecKUX MeMOpaH Ha OCHOBE «OKUAKOW MO3aUKH» CTajIo
IIOHMMAaHUE UX JOMEHHOW CTPYKTyphl. B cBeTre HOBOU
KOHIIETIIIMM Bce Oonblllee BHUMAaHUE YACIACTCS H3Y-
yenuro DJI-kmacrepoB OakTepHaTbHBIX MEMOpaH, YToO
nMmeeT QyHAaMEeHTaIbHOE U MPAKTUYEeCKOE 3HAYCHHE.

JlanpHele WccaenoBaHUsS MEXaHM3MOB OOHa-
PYXEHHS U MHTEIPUPOBAHUS CHUTHAJIOB M3 OKpPYKaro-
IeH cpelibl ONPEACIIAIOTCS BAXKHOCTHIO 3P PEKTHBHOTO
¢ynkumonuposanus OJI-qoMeHOB, H PacKpoOIOT MATo-
TeHEeTHYECKUI MEXaHU3M MHOTHX 3a00JIeBaHUH: aTepo-
CKJIepo3a, paka, quadera, 00Je3Hu AJbIreiMepa u Jip.

Hogsle npencrasieHns 0 HEMOCPEACTBEHHOM U aK-
THUBHOM ydacTu MeMOpaHHbIX DJ1 B peanuzanum 3ammr-
HBIX CTpaTreruii 6akTepuaibHOM KIETKH UMEIOT BaXKHOE
3HauUeHHe JUIS oCeayIoIIel pa3paboTKH HOBBIX MUIIIE-
Helt — DJI-moMeHOB — ISl aHTUMUKPOOHOW Tepariu
B YCJIOBHAX YTPOKArOIEro pocTa pe3ucteHTHoct MO
K TPaJUIIMOHHBIM aHTHOHOTHKaM. COBpeMeHHbIe HHHO-
Bal[MOHHBIE CTPATETUU HalleeHbl Ha aHnOHHbIE DJI-110-
MEHBI C TOMOIIBIO HEKOTOPBIX KATHOHHBIX aHTUMUKPOO-
HBIX MENTHI0B, KOTOPbIE HAPYIIAIOT UX CTAOMIIBHOCTD U
CHIDKAIOT YKU3HECTIOCOOHOCTh OAaKTEpPHH.
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