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OO6cy>xnaoTCcs IMTepaTypHbIe JaHHbIE O KAYECTBEHHOM COCTaBe KJIACCOB TMOJISIPHBIX JIUTTUIOB, COCTABISIIOLINX
MeMOpaHbI PACTUTENIBHBIX KJIEeTOK. [TpuBeneH 1eblii psia KiraccoB hocdo-, KO- U APYTUX JTUITAAOB, a TAKKE
ruapodOOHBIX COCNMHEHUI, HEe COIepKaIllMX allWJIbHBIX rpynin. PaccMaTrpuBaeTcsl XUPHOKUCIOTHbIM
COCTaB TMOJISIPHBIX JIMITUIIOB, COCTAaB aMUHOCITUPTOB, BXOASIINX B TIIMKOCHUHTOIUITUABI, U OKCUKHUCIIOT,
KOTOPBIMU GoraThl 1iepedpo3uabl. OTMeUeHa ONpeaesisiiolasi poJib HAChIILIEHHBIX XKMPHBIX KUCJIOT B CO3/1a-
HUU TaKoTo (hU3UUECKOTO COCTOSTHUS MeMOpaH, KOTOPOE SIBJISIETCS ONTUMAIbHBIM TSI HOPMaJIbHOTO MX
GYHKIMOHUPOBaHMS. AKIIEHTUPOBAaHA HEOOXOIUMOCTb M BO3MOXHOCTD ITOCTPOCHMST TPEXMEPHBIX MOJIeIei
6uomMeM6paH. [IpemToxkeH JJOrMIecKUil TTOIXO, MOCBSIICHHBIN HAMITydIIIeMy TTOHUMAaHUIO POJI KaYeCTBEH-
HOTO MHOTr000pa3usi CoCTaBa JIUIUAOB B yCTPOMCTBe 6MoMeMOpaH. [1puBeaeHb MaTepuaibl, CBUIETEIbCTBY-
IOIIME O BOBMOXKHOCTH XUMUIECKOM 1 OMOJIOTMYeCKOi TpaHChOpMalIK JTUTIHIOB B pacTeHUsIX. PaccMoTpe-
HbI HEKOTOPbIE€ BOIIPOCHI CTPYKTYPHI MEMOpPaH, B TOM YMCJIe MUKPOJAOMEHBI, peMOIeJIMPOBaHUE OUCIIOS 1
BE3UKYJISIPHBIN TpaduK.
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BBEAEHWE

HeoOxonMMbIMU KOMIOHEHTAMU KJIETOYHBIX MEM-
opan sgpisitorcs nonsipHble Jmruasl (ITJT). T cyme-
CTBYIOT B OBOJITHEHHBIX KJIETKAX B BUIIE OOLLIMPHBIX OU-
MOJICKYJISIPHBIX CJI0€B, UMEIIIUX TUAPOGUILHYIO
BHEIITHIOIO TTOBEPXHOCTh U rUApo¢GOOHOE BHYTpEHHEE
MPOCTPAHCTBO. BMecTe ¢ MpOHM3bIBAIOIIMMU OUC-
JIOIi 6eJIKOBBIMU MOJIEKYIaMU (MHTETrpaJIbHbIMU O€JT-
KaMHW) OHU OOpasyloT OCHOBY XXWUIKOW MO3aUYHOM
CTPYKTYPbl OMOJIOTUYECKUX MEMOPAH U OMPEACIsIOT
nx dynkumio [1, 2]. OToeabHbIe 00JacCTU MeMOpaH

Cokpamenusi: ['J1 u ®JI — muko- u dochomununs; TOU —
rmuko3ungochatuauanHo3ut; A, MAT u TAI' — ou-, mo-
HO- Y TPUALWIIIMIEPUHBI (IU-, MOHO- W TPWIJIMIICPUIBI);
ATCAT u MITAI' — nu- 1 MOHOTaJaKTO3MIAUALIUITIULIEPUHDI;
ADPT — mudocharmmurnuiepuHbl (Kapauonunuabl); KK u
KKOJLI — xxupHbie Kucyiotsl U 2KK ¢ 0ueHb JUIMHHOM LIETIBIO;
N®d; — wnnosur-1,4,5-tpucochar; UPL — nuHosurdocdo-
punuepamunsl; [II'T — nonsipHast ronoBHast rpymnia; ITJ1 — mo-
ssipablie yuruabl; CXAT — cynbhOXMHOBOZWIIMALIVIITIINLIE -
putbl; O u O — docharnania-(IMLEPUHBI 1 UHO3UThI);
OTI'JT n K — durormukomunuasl U dochaTuaHbie KUCTOTH;
DOC, X u OO — dpocharuania-(CepuHbl, XOAUHBI 1 3TAHOJ-
amuHbl); OI'C — aTtepuduLIMpoOBaHHbIE [NIMKO3UAbl CTEPUHOB;
OP — sHAomIazMaTndecKuii petukyiayMm; N-ADD — N-awwi-
dochaTnanIdTaHOIaAMUHBI.

00pa3yloT MUKPOJOMEHbBI, BKIIOUAlOIIMEe crieudu-
yeckue 6enku [3].

M3BecTHO, 4TO OMOIOTUYECKIE MEMOPAHbI SIBIISTIOT-
Csl JJaTepajibHO HEOTHOPOAHBIMM U BKJTIOYAIOT OTAC/IbI
(CyOKOMITapTMEHTBHI), pa3IMyarolIrecs o CBOMM 01o-
¢u3nIecKM CBOiicTBaM 1 cocTaBy. B mocienHue ro-
JIbl MHOXECTBO pabOT MOCBSILEHO pa3rajake OCHOBBI
3TOl reTeporeHHocTU. i1t (popMannzanm GU3nKo-
XMMHWYECKOTO IIPUHIINIIA, IIOATBEPKIAIOIIETO TaKYIO
JIaTepaJibHYI0 MEMOpPaHHYIO HEOTHOPOIHOCTh, ObIIa
MpeajioKeHa TUmore3a MeMOpaHHOro (MUIA JIMIIWJI-
Horo) 1wiota (“raft”). DTa rumore3a OCHOBaHA Ha
¢hakTe BO3ZHUKHOBEHMSI B OIIPENEICHHBIX ydyacTKax
JIMIUIHOTO OUCIIOST IIPEMMYIIEeCTBEHHBIX accolua-
muit mexny okpyxatomumu I[1J1 m xonectepmHOM,
COUHTOTTTUKOIUIINIAMI, TIIMKO3MI(PochHaTUIAINH-
o3ut (I'PN)-cBsI3aHHBIMY OeJIKaMU, UHTErpajIbHBIMU
Oenkamu, mpoTeoaunuaamu, conepxamMu Ciy 6
XkupHbie KucioThl (2KK) nin HeKOTopbIMU KjlacCaMu
JIMTTUAOB, COAEPKAIIMMU TTOBBILIEHHYO JOII0 HACHI-
meHHbIx KK. D1t yyactku, obpasylonine 4eTKue,
3HAYUTEIILHO 00JIee YIIOPSIOYSHHBIE JOMEHBI, 00pa-
30BaHME KOTOPBIX OOYCIIOBJIEHO JTUTTMI-JIUITUAHBIMU 1
JIMITUA-0SIKOBBIMI B3aMMOACHCTBUSIMM, OBLIO IIpemd-
JIO>K€HO Ha3bIBaTh MEMOpPaHHBIMU IJIOTAMU. DTH IO~
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TeI UMeIOT pa3mep 10—200 HM 1 9epenyroTcs ¢ MeHee
OpraHM30BaHHBIMU M 0oJjiee TEKy4MMM ydacTKaMu
oucnos [4].

MoxHo mpenrojiaraTb, 4TO WHIWBUAYaJIbHbIS
I1J1, crepuHBl, MHTETPaJIbHBIE W IIepUdepudecKue
OEJIKM U HEKOTOPBIE APYTUE COEAMHEHUSI CONEPXKAT-
cs1 B OuoMeMOpaHax B OIpeaeIeHHBIX MOJISIPHBIX CO-
otHomeHUX. [ToaTomMy oguH M3 BO3MOXHBIX ITyTei
KCCJIEOBAaHUS CTPYKTYPHI 3TUX 0Opa30BaHUI MOXKET
COCTOSITh B YCTAaHOBJICHMU TaKOTO COOTHOILLIEHMUS, T.
€. B JOCTOBEPHOM 1 TOYHOM OIIpeIeICHUN MOJISIPHO-
ro coaepxaHus Kaxngoro kiacca I1JI u Bcex apyrux
KOMITIOHEHTOB KaKOM-JI1M00 WHAUBUAYATbHOU MEM-
OpaHbI U IIOCTPOCHMM Ha OCHOBE ITOJIyYeHHBIX JaH-
HBIX €€ TeopeTUIecKoil moaeaun. HecmoTps Ha oue-
BUIHBIN MTporpecc B 0Mo¢pu3nKe MOJIEIbHBIX CUCTEM,
KOTOpast UCITOIb3YETCS IJISI U3YIeHUST OMOIOTMIeCKIX
MeMOpaH, B HACTOSIIIEe BpeMsi BO3HUKAIOT 3HAUUTEIb-
HbIE MTPOOJIEMBbI, CBSI3aHHBIC C HEXBATKOM JaHHBIX, Ka-
CaOIIMXCS TTOJTHOTO aHAJI3a COCTaBa JIUIUIOB B KaK-
JIOM OTIOEbHOI OpraHejie Ui KOHKPETHOM y4acTKe
JIBYCJIOMTHOM MeMOpaHbl. BeIoJIHEHNE 3TOro aHaIu -
3a MHOTA 3aTPYOHEHO U3-32 3HAYUTEIIbHON CITOXKHO-
CTH KauyeCTBEHHOI'O COCTaBa JUITMIOB B KJIETKaX pac-
TeHui [5].

Takum o6pazoM, IJIsT TOHUMaHUSI CTPOSHUST MEM -
OpaH HEOOXOIMMO IMpEeXIe BCEero pacrojiaraTh I0-
CTOBEPHBIMM CBEICHUSIMU O KQUYECTBEHHOM COCTaBe
Bcex kiaccoB I1JI B uzyuaeMoM o0OBeKTe U, Aajiee, O
X MOJISIDHOM coaepXaHuu. B nMmerommxcs o63opax
Ha yKa3aHHYIO TeMy KpyT o0cyxXnaeMbIx Kiaaccon I1J1
MeMOpaH 4acTo orpaHUYeH 1, KpoMe TOTO, OHU UHO-
I71a BKJIIOYAEeT 3aIlacHbIE JIMIUAbI, He CBOMCTBEHHEIS
MeMmOpaHaM, win [1J1 sKknBOTHOTO PONCXOXICHUS 1
MUKpoopraHnu3moB [6—10]. MHorna nMerommiicst o6-
30D IIOCBSIIIIEH JIMIITh HEKOTOPOI Y4aCTU MHOTOO0Opa3-
HOTO MHpa BBICIIMX pacTeHuid m Bomopocieit [11]
WUJIM, Ha000POT, OXBAThHIBACT BECh OTPOMHBIN pa3aen
oOMeHa JIMITUIO0B B pacTeHusx [12].

IMossipHble TUMUIBI — 3TO pa3UYHbIE TTPOU3BOI-
Hele 2KK, nHaYe Ha3bIBacMbIC allJICONEPKALIIMMM JI-
nyaaMu. DTU COeIMHEHMSI TIPEICTABISIOT CO00i aMpu-
(UIbHBIE MOJIEKYJIbI, COCTOSIIIIME W3 TUAPOMUILHOM
(YHKIIMOHATBHOMN IPYMIThl (MHOTIA 3apsSKEHHOM) U
riapo¢GOOHBIX JXKUPHOKUCIOTHBIX XBOCTOB. OTO CBOI-
CTBO MO3BOJISIET UM OOPa30BEIBATh CABOCHHEIC CJIOU,
B KOTOPBIX HampaBJIeHHbIC IPYT K IPYTy YIJIEBOAOPOI-
HBIE XBOCTHI KOHTAKTHPYIOT MeXIy coboii Oiarogapsi
ruapodOOHBIM B3aUMOACUCTBUSIM, a TUAPOMUILHEIC
TOJIOBKHU HAIIpaBJIEHBI B pa3HbIe CTOPOHEI U o0Opailie-
HbI K BomgHo# ¢aze. Tak ¢dopMupyeTcss oCHOBHasl
CTPYKTypa O1oJiornueckoii MeMOpaHbi [2, 13].

CrenyeT NOSICHUTD, UTO B Hallleii paboTe TepMUH
“IoJsipHbIE JIMOUIBI” OXBAThIBAET BCE IMPUPOIHBIE
BEIIEeCTBAa, KOTOphIE coaepkaT ocTaTky BeicImx KK,
COEIMHEHHbBIC CIIOXKHO3(MUPHBIMU WJIM AMUIHBIMU
CBSI3SIMU C TIOJIIPHBIMM paguKalaMU MOJIEKYJIBI, U
ycrynaioT TpuamirauiepudaM (TAT) mo BeauyuHe
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MOABVZKHOCTA NpPH aACOPOIMOHHONM XpoMaTorpa-
¢uu, T.e. MPEeBHILIAIOT MO0 BEJIWYMHE MOJSIPHOCTU
TAT. Ctonb lIMpOKOE MMPUMEHEHUE TaHHOTO TEPMHU-
Ha SIBJISIETCS HEOOBIYHBIM, ITOCKOJIBKY Yallle BCETO
€ro MCHOJIb3YIOT TOJBKO JJIs1 0003HAYEHMSI COBOKYII-
Hoctu ¢docdo- u rukoaununos (®JI u I'JT), Ha3bI-
BaeMBbIX TaKXe “CIIOXHBIMM aunuaamMu’. OmIHaAKO
ceifyac XOpoIIIo U3BECTHO, UTO TaKK1e IMPEACTaBUTEIN
“IIPOCTHIX” JIMITUIOB, KaK MOHO- U AUALVIITJINLIEPY -
Hbel (MAI' u JAID) Ttakke ciayxXaT MHTErpajJbHBIMU
KOMITOHEHTaMU MeMOpaH MHOTUX pacTeHui. IToaTo-
My OBLJIO OBl HENIPaBWJILHBEIM HE YYUTHIBAaTh JaHHEIC
COCNMHEHMS, HAPSIAy CO CIOXHBIMM JIMIHWAAMU, B
padoTax 1o KOJIMYSCTBEHHOMY M3yUYeHUIO MeMOpaH-
HBIX JIMITAIOB PACTUTEIbHBIX TKAHE.

Takum obpazom, y ®JI unu I'JI B KauecTBe ruapo-
(UITBHBIX TOJIOBOK MOTYT BBICTYMNATh 1160 hocdaTt u
ero 3¢upbl, 11UOO rekcosbl, JMOO aMUHOTpPYIIa, K
KOTOPOI MHOTIIa MPpUCOeANHEeHA TJI0K03a UK doc-
dart. ITpu runponuse I1JI o6pa3yroTcs Tpu Uim 6osee
MepBUYHBIX IponykTa [14, 15]. Xumuaeckue popmy-
bl epeunciaeHHbIX [1J1 mpuBeneHs! B 0630pax [6—10,
15, 16], a ux NoHbIE XUMUYECKNE HAUMEHOBAHUS —
B pabotax Keiirca [17] u Cristie [18].

boapmmHcTBO KiaccoB I1JI pacTUTeIbHBIX TKa-
Hell MOXHO crpymmnuposaTth B pasgennsl ®JI u I'JT;
rpynia C(UHTOJUIIMIOB PACTEHU IIOYTU ITOJIHO-
cThio BxoauT B pazzael I'J1 (310 NMKOoC(hUHTOINITUIbI).

OOCOOIUITAADI
PACTUTEJNIbBHBIX MEMBPAH

®DJI, umMeHyeMble Takke ruiepodochoIunuaIamMmu
OOBIYHO COCTOSIT M3 TJIMLIEPUHA, 3TepupULIPOBaH-
Horo aByms mojiekyimamMu KK, Torma Kak K TpeTbeit
OH-rpynrne npucoenvuHeH ¢ocdar, KOTOpbIil 3Tepur-
¢umpoBaH pa3HBIMU a30TUCTBIMM OCHOBAHUSIMU
(XONMMHOM, 3TaHOJAMMHOM WJIM CEPUHOM), a TaKXKe
[JIMLIEPUHOM WJIM MHO3UTOM [6—9, 15, 16]. Takum obpa-
30M, K mtepodochonuImaaM OTHOCSTCS. IPOU3BO/I-
Hble pochaTuanbix kKuciaor (PK; 1,2-auanmii-sn-rim-
1epo-3-docdara). DK — mmuepodocdoUnuabl, He
3TepUdULIMPOBAHHBIEC BELIECTBAMU C YIIOMSIHYTHIMU
a30TUCTBIMUA OCHOBAaHUSIMU — COAEPXKATCS B MEM-
OpaHax B HUYTOXHO MaJIOM KOJUYECTBE, HO UTPAIOT
BaxKHYIO POJIb KaK BTOPUYHBIE MECCEHIKEPHI B CHUT-
HaJbHBIX NyTsx [16, 19]. B otnmuuune ot K, pocda-
TUAUIXOJUHBI (PX) B GOJBIIMHCTBE PACTUTEIbHBIX
OO0BEKTOB SIBJISIIOTCS IVIaBHBIM KitaccoM cpeau I1J1,
COCTaBJIIOIIMX MaTPUKC MeMOpaH [6, 7].

DdocharugunstaHonaMuHbl (PD), KaK U3BECTHO,
TakXe IKUPOKO BCTpeyaroTcss B MeMOpaHax pacTu-
TeabHBIX KJIeTOK. MHbopMmanuu o dusnosornye-
cKoit pyHKIIMM P B pacTCHUSIX TOJTYYEHO B HACTO-
d11ee BpeMst 10BOJIbHO Majio. M3BecTHO, uTo P sB-
JISTIOTCSI  JOHOpaMM ocTaTka ¢ocdoaTtaHoIaMUHa,
HEOO0XOAUMOTOo ISl yaep:KUBaHUs (3asiKOpUBaHMSsI)
OeTKOB Ha HapyXHOM ITOBEPXHOCTH MeMOpaH MOJIe-
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Puc. 1. CemuuiieHHasl KOJblieBasi CTPYKTypa MOJISIPHOI
TOJIOBHOM TPYIIITHI (hochaTuanISITAHOIAMUHA.

KynamMu dpochaTuminHo3uTIIMKaHoB (DU -ruka-
Hbl; oHU Ke TDN) [20]. [Tomumo DB, MoOryT BCTpe-
yaTtbcsl (pochatuamn-N-MeTunsTaHOIaMUH U oc-
datuauin-N,N-muMmernastaHoaamMuH [17]. @D gacrto
oOpasyet ¢popmy N-anerata @D (N-ADD), KoTopas
TakKe HeCeT BaXHYIO (hM3MOJIOTMYECKYI0 pPOJib B
KM3HU pacTeHWIA. AKTUBALIMSI METaboIM3Ma 3TOTO CO-
€IVUHEHUSI CBSI3aHa C KJIETOYHBIMU CTPECCAMU U, B YaCT-
HOCTH, C ITaTOreHHbIM cTpeccoM. IIpm stom N-ADD
ruaposm3syercsa docdoimmazoit D, m HachIeHHBIE
N-aneTmiI3TaHOJaMUHbBI JSUCTBYIOT KaK JIMITUIHbIE
MeOUaTOphl I PETryIdpPOBaHUSI MOHHOTO IIOTOKA,
aKTUBUPYS DKCIIPECCHIo TeHOB 3amuThI [21]. MHOTIA
N-A®D MoryT comepxaTb MpU aToOMe a30Ta alleTat
BMECTO O0CTaTKOB BhicIInX KK.

Crpykrypy u ¢yHkuuun DJI-matpukca KiIeTod-
HBIX MEMOpaH BO MHOTOM OIIPEIEIISIIOT XUMUYECKIE
CBOIiCTBa TOJISIpHOiT ronoBHOM Tpynmsl (ITIT) @D,
KaK OJHMX M3 IJaBHBIX COCTABJISIOIINX MEMOpPaHBI.
Csoiictba I[1I'T 3aBUCAT OT BXOISIINX B €€ COCTAB XU -
MUYECKUX CBSA3EU 1, IPEXKIE BCETO, OT CIIOXHOA(PDUP-
Hoit P-O-C-cBs3u Mexny octratkamMu (ochopHOit
KMCJIOTHI ¥ TAaHOJIJAMUHOM. XMUMUYECKOE paclleryie-
HUE 3TOI CBSI3M HOCTUTAeTCs JIMIIb B BEChMa XECT-
KMX YCIOBUSIX, ITyTeM KUIIsTYeHUs B cJibHOM (0.4 N)
pacTtBope 1esouu [22]. HaMu mpeanosioxeHo, 4To
BBICOKasl yCcTOMIMBOCTL P-O-C-cBg3m 00ycioBiIeHA
TeM, 4To (pocdoaTaHOJIaMMOHMEBasI MOJSIpHAasl TO-
JoBHas rpynna @D mpeacTaBiasgeT co00il IIPOYHYIO
CEMHUYJICHHYIO KOJIBLIEBYIO CTPYKTYpPY C HEHTpajb-
HBIM MJIM CJIa000TpULATEIbHBIM 3apsiioM (puc. 1).
Oo6paszoBaHue kojblieBoii [1I'T BeI3BaHO BHYTpHUMO-
JIEKYJISIDHBIM  3JIEKTPOCTATUYECKUM IIPUTSKEHUEM
ITPOTUBOIIOJIOXKHO 3apSKEHHBIX TPYIIIT, a TAKKE TP -
CYTCTBHEM BOHOPOIHOI CBSI3U. biaarogapst BHyTpU-
MOJIEKYISIPHOMY B3aHUMOIEHCTBUIO B KOJIbLIEBOM
III'T ee aTom a3oTa pacrosaraercs Ha OJIM3KOM pac-
crostHuu (2.7 A) oT KUCIOpPOIHBIX aTOMOB (hocdara,
a 13-3a OTCYTCTBUS B 3TOM KOJbLeBOil rpymnmne @D
CBOOOMHBIX IOHOPOB/aKLIETITOPOB BOJOPOIHbBIX CBSI-
3eif OHa OYeHb CJ1ab0 rMapaTUpPOBaHa.

YcrpaHeHre BHYTPUMOJICKYJISIPHOTO B3aUMOIEi-
CTBUSI B KOJIbLIeBOI rpymnre ®D mocTuraercst aleTu-
JIMPOBAaHMEM OCTaTKa 3TAHOJAMWHA 3TOr0 COeIUHE-
HUS MO aToMy a30Ta YKCYCHBIM aHruapuaoM. Ilpu

5TOM BHYTPUMOJIEKYJIIpHAs BOAOPOIHASI CBSI3b pa3-
phIBaeTCs, a IOJIy4eHHBIM TaKMM IyTeM N-aleTaMuI,
D3 comepKUT MpakTU4ecK HeliTpaibHyo N H-rpyri-
Iy ¥ UMeEeT OTPULATENIbHbBIN 3apsij, JTOKAJIN30BaH-
HBIIA Ha aToMax Kucjopoza ¢docdaTHOI TpyIIIbI.
Cnocoonocts III'T N-aneramuaga @D K ruapaTalnin
Kak 110 ocTtaTKy docdara, Tak 1 N H-rpyrmmipoBKu pe3-
KO BO3pacTaeT, U IToToMy ycTomdnBocTh P-O-C-cBs3u
K THIPOJIN3Y 3HAYUTEJIBHO CHIDKaeTcs. Takum obpa-
30M, HAMM OOHAPYXEHO, UTO KOJblieBas rpymnma d3
SABJISIETCS MNPOYHOM HETMAPATUPYEMOI KOJIbLIEBOM
CTPYKTYpOIi, KOTOpasi, BEpOSTHO, UIPAET OCOOYIO
poab B (GYHKIIMOHMUPOBAaHUY MeMOpaH [22].

Ddocharupunrauuepunsl (PI) Bcerma comepkart-
Csl B XJIOPOIJIACTax, SIBJISISICh HEOOXOMMMBIM KOMITIO-
HEHTOM peaKILIMOHHOIO LieHTpa poTocucteMsl 11, ux
TUjaakounoB. BHemrHMii cioii MeMOpaH XJIOpoILIa-
CTOB TaKxKe COCTOUT IpeumyinectBeHHO U3 ®I' u ra-
nakroaunuaoB [13]. IlpencrasisieT 3HAYUTEIbHBIN
nHTepec, yro KK KJIeTOK XI0opeiUlbl BKIIIOYAIOT
mpanc-3-reKcaelieHOBYIO KUCIOTY (10 3.5% oT cyM-
Mbl 2KK). TIpu 5ToM OHa TTOYTH UCKITIOUUTETBHO CO-
cpeloToueHa B su-2-nonoxeHun OT.

B cnyugae mudocharupunraunepuHos (JDr;
JIpyTroe Ha3BaHUE — KapAUOJUIINHBI) K MoJieKyne DI’
MPUCOEIUHSIETCS ellle OAWH IualuIrauuepodocdar,
TakK, 4ro oOpasyeTcss Mosekyna DJI, Bxkmouarorias
4 KK, 2 docdara n 3 mmuepura. KaparommmmaHer —
5TO JIUMNUIBI C YHUKAJBHBIMU CBOMCTBAMU U OOHapPY-
KMBAIOTCSI OHU MCKIIIOYMTEILHO B MeMOpaHax, reHe-
PUPYIOIIVX 3JICKTPUICCKUN MOTCHIIMAI. DTU JIMITUIBI
MMEIOT TeHIEHIIUIO K 00pa3oBaHUIO HeJlaMesUISIPHBIX
CTPYKTYP, YMEHBIIAIOIINX MEXaHNYECKYIO YCTOMIM~
BoCTb Ouciost. Tem cambiM JPI" MHULIUUPYIOT U3Me-
HEHMsI B MeMOpaHax (peMoJeIMpoOBaHUE UX ABYCJION-
HOII CTPYKTYpHI) U JIeJIal0T X 0oJiee IMIPOHULIAEMbIMU
[23]. KapomoiunuHBI SBASIOTCS CIIEeIIM(PUICCKUM
KOMITOHEHTOM BHYTpeHHEl MeMOpaHbl MUTOXOH-
JIpUil Yy pacTeHU U y XUBOTHBIX, CUHTE3UPYIOTCS
¢depMeHTaMU 3TOM MeMOpaHbI X COCTABIISIIOT OKOJIO
22% ot cymmbl Beex ee DJI [12, 24]. [Tomumo @I u
J®PI', BO3MOXHO cyllecTBOBaHUEe (ochaTUIVIITIIN -
nepodocdatoB u dpocharnani-O-aMUHOAIIMIITIN -
LIEPUHOB, TlIe aMWHoallMJbHas TpynmnupoBka R"
IpelCcTaBlIcHa OCTAaTKOM JM3WHA, apriHUHA WIU
amananHa [17].

Ddocharuguncepunsl (PC) — kucibie DJI mMmeM-
OpaH — SBJISTIOTCSI OTHOM U3 COCTABISIONINX (hepMeH-
TATMBHOT'O KOMITIEKca ITpoTeMHKIHA3bI C, (hopMUpYyIO-
meit psn cneuuduyeckux depmeHToB. CBSI3BIBaHME
npoTerHKMHAa3bl C ¢ MTOHAMM KaJIbLIMs TTO3BOJISIET ep-
MEHTY BCTYIaTh B KaJIBLUIT-0ITOCPEIOBAHHOE B3aNMO-
neiicteue ¢ MoseKynamu POC. JuamuiarauiepruHsbl,
3aHUMas crielibrIecKue eHTPhI B TPOTEMHKMHA3E
C, ele OoJsiee YBeIMUYMBAIOT €€ CPOJCTBO C MOHAMU
KanbLus [22, 24].

IToMuMO a30TUCTBIX OCHOBaHWIA, TIMIEpodoC-
doaunuabl MOTYT BKJIIOYAaTh 1 MUOMHO3UT, 00pa3yst
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dochatuopunmaozuter (OPU) [17, 18, 25]. Kpome
®U, B pacTeHUSIX MOTYT BCTpevaTbCsl U IU-, U TPU-
dochonnozutuabl (PH,-bochar u U, 5)-nu-
docoar; Tadn. 1). B muctesax ropoxa (Pinus sativum) u
CYCINE€H3UU OOHOKJIETOYHOM 3€JIEHOW BOIOPOCIU
Chlamidomonas eugametos ObLTN HaMIEHbI JIUIIIb CO-
enunenuss ®U 4 -pocdar u U, 5)-nudocdar [26];
oTn Xe kiaccel I1JI Obutu HaiineHbl U B Arabidopsis
thaliana [44] u B Dunaliella salina [45]. OnHako nu-
hochOoMHO3UTUABI MOTYT BCTPEUYaThCS, TTOMUMO
rnaHoro usomepa (PU ) -docdar), Taxke B BUIe
DU 3 -dpocdara unu PU ;5 -docdara, Kak 310 ObLIO
obHapyxeHo B Chlamydomonas [27], a Tpudocdou-
HO3WTHUABI MOTYT 00pa30BBIBaTh, IIOMUMO H30Mepa
DU 4 5-mudocdar, PU ; 4)-nudochar u PU ;5 5)-nu-
docdar [28, 29]. PN MOXHO M3BJIeYb M3 TKAHU
TOJIBKO TIOCJIe TOOABIICHUS B 9KCTPAreHT HeOOJBIIIO-
0 KOJWYECTBA MUHEPATBLHON KHUCIOTHI, IpUYEeM
capur pH He MoXeT OBITh 3aMeHEH yBeJIMYeHUEeM
WOHHOI CHUTBI 9KcTpareHTa. [1o-BuanMomy, KuciaoTa
HeoOXoaumMa TSl pa3phbiBa IMMPOYHBIX MOHHBIX CBSI3EH
MEXIY CUJIbHO MOJSIPHBIMU TPYTIIUPOBKAMU JIUTIN/I -
HBIX MOJIEKYJI M HEpaCTBOPUMBIMHU ITOJIUMEpaMM
KJIETKU.

K ®UH dgepe3 mocpeacTBo oMrocaxapuiga MOTYT
MPUCOSINHITLCS crielindruecKre 0eJIK1 Hapy>KHOM
MOBEPXHOCTU MeMOpaHbl. PU ¢ mprucoeAMHEHHBIM K
OIHOT U3 TUAPOKCWILHBIX TPYIIT MHO3UTA OJIMTOCA-
XapuaoM (IJIMKaHOM) Ha3bIBalOT (hochaTUININHO-
3uTriaukaHaMu. CBsI3b OEIKOB C 3TUMU MOJIEKyJIaMu
ocyuiecTBisgeTrcs: 4depe3 (ocdortanomamuH. DU-
TJTMKaHBI MOTYT BBITTOJTHSATH B MeMOpaHe “SIKOpHYIO”
¢yHKIIUIO ¥ 0TCI0[a UX Apyroe Ha3BaHue — [ DI -3a-
SIKOpeHHBIe O0elku. CUnTaeTCs, 4YTO MPU 3TOM OEJIOK
MOXXeT 00pa30BbIBaTh KOBaJIEHTHYIO CBsI3b ¢ DU -
IIMKaHOM (HampuMmep — Iejao4yHas docdarasza), a
oTAeeHrEe OeliKa OT MOBEPXHOCTU MeMOpaHbI IIPO-
ncxoauT 1on aeiictBueM docdommmnasel C [24]. Ot
COeIMHEHMsI HalileHbl B apabua0TICUCe, PUCE U MHO-
rokopeHHuke (Spirodela oligorrhiza; pon TpaBsHU-
CTBIX pacTeHuii M3 ToaceM. PsckoBwie miam Lem-
noideae) [30]. CraHoBUTCS Bce Oojice OYEBUOHBIM,
yTto HekoTopble I1JI, moMuMoO oGecreuyeHUsT Cpebl
JUIST pabOTHI MEMOPAHHBIX 0EJIKOB, BO MHOTHX CITyJa-
SIX CITOCOOHBI BJIMSITh HA UX CTPYKTYpPY M (OYHKIIUU.
OCo0EHHO 3TO KacaeTcsl BBICOKOIOJSIPHBIX 3apsi-
xkeHHbIX DJI, kakoBbIMU gBIsAI0TCI PU 1 PC, KOTO-
pBle MOTYT OKa3bIBaTh MOA0OHOE BIusiHIE [46].

Bo3MoxXxHO cyllleCTBOBaHUE OPYIMX BapHaHTOB
CTPYKTYpPBI IIULEepoGOCHOTUTUIOB: IU30POPM Psi-
na DJI (takux, kak DD, OX, ®C u ®K), B KOTOPBIX
MOJIEKYJIa COOEPKUT JIMIITL onuH ocTaToK KK, a Takke
MOHOAIMIMOHOATKWI(hochaTuaoB  (0Opa3yronuxcs
n3 OO wm OX) u muankuipocharnaoB (0Opasyro-
muxcst u3 O wm  pochaTnaunrmmuepodocdara)
[17]. Takue DJI, kaK TUIa3MaJOTeHbI, Y KOTOPHIX B
IIEPBOM MOJOXEHUHM IuliepuHa HaxoguTcs He KK,
a OCTaTOK CIMpPTa C UIMHHOM anmdaTUIecKOl Iie-
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MBIO, CBSI3aHHBIN ITPOCTOI 3(UPHON CBI3BIO, 1O Ha-
CTOSIIIIETO BPEMEHU B pacTeHUSIX He HalideHbl. Takke
HE HaiiIcHbl B PaCTUTEIBbHBIX 00beKTax (ochochrH-
TOJIMIIMIBI, B KOTOPBIX C(OMHIOMMEIMH CBSI3aH ¢ (poc-
(OXOIMHOM B Ka4e€CTBE MOJISIPHOI TOJIOBHOI TPYIIIEL.

@JI ygacTBYIOT B IOCTPOSHUHU BCEX BUAOB KJIETOU-
HBIX MEMOpaH; B OCHOBHOM cocTosIT u3 ®JI memOpa-
HBbI BHOOMJIa3MaTudeckoro petukyiayma (OP) u mu-
ToXOHApUii. Jlaxe oJIeoCOMBI — cepryecKrue Mac-
JITHBIe Tena, popmupyemMbie B OP 1 cocrosgime u3
TAI, okpy:KeHbl MOHOCJOeM U3 (HOoCHOIUIUIOB,
KOTOPBIM COHEPKUT OCOOBIe MHTErpajibHble OCJIKU
OJIEO3WHBI, a TAKXKE W Pl Apyrux 6enkos [13].

INIMKOJUITNABI 1 APYTUE
JIUTINIBI MEMBPAH

CrrertnrmaHOM 0COOEHHOCTBIO PACTEHUI SIBISICT-
csl HaMuue B Ux MeMbpaHax, moMmumo DJI, Takke u
DIMKOJIUIIMAOB, KOTOPBIC SBJISIIOTCS JIAIIMAHBIMUA
IIPOU3BOIHBIMHU caxapos [6, 10, 30, 31, 47]. B ranHOM
pasnesie pedb MOoNIeT O TaAKUX TISITU TPYIIaxX MIUKO-
JIMINAOB, KaK TIMKO3WIOUALVITIMIEPUHEI, CYJIb-
doxuHoBo3MAuaIrannepudsl (CXAI'), a¢ups
IMKo3uaoB ctepuHOB (BI'C), aupbl IIIIOKO3BI U
caxapo3hl 1, HaKOHEII, TJIMKOC(UHTOJINIINILI.

B monexymax rpymmsl 1 I'Jl — mmkosumanamir-
JIMLIEPUHOB — K TMIPOKCUJILHOM TpyTITie AUaLWITInLe-
pYHA DIMKO3UIHON CBSI3bIO MPUCOSOUHSIOTCSI MOHO-,
N~ WJIX TpUCAaXapyuabl. DTO MOHO-, T1- 1 TPUTAIaKTO-
suwiananuarmuepuasl (MIAD, AT u TTAT). Kpo-
ME TOIO, 4TO B PaCTUTEILHBIX OOBEeKTax HaiineHBI
TrAT (ta6m. 1), HaitgeHbl Takke U 6-O-amun-MIT AT
i 6-O-aumn-ATIT [14]. XnoporutacTel comepsKar
I'JI, KoTOopEHIe IBIISIIOTCSI OCHOBHBIMM KOMIIOHEHTaMU
TUJIAKOUIHBIX MEMOpPaH, HO BCTPEYAIOTCS TAKKE U BO
BHellIHel memOpaHe. I'JI He GopMUPYIOT UCTUHHBIN
OMCITIOi, OMHAKO IIPUCYTCTBUE MX KIIMHOBUIHBIX MO-
JIEKYJT BaXXHO IJIsT 0Opa3oBaHUsI M3rMOOB MeMOpaH 1
dopmupoBaHus tuiakonnoB. @opma monekya I'J1
CITOCOOCTBYET TaK3Ke BCTpAaMBaHUIO OEJIKOB B JIMITHI-
HBII cioit MeMOpaHHI [13].

IMocnenosarenbHoe nobasienue K MIAT (B-D-
ran-JAI’) ocratkoB o.-D-rajakTonupaHo3uia B Mo-
JoxeHun C6 rajgakTo3bl IPUBOIUT K 0Opa30BaHUIO
He toabko ATAT (o-D-ran(1,6)-B-D-ran-JAT), Ho
U Tpu- (a1Be (pOPMBI) 1 TeTparajakTO3WIINALINIITI-
HepuHOB (Takke aBe ¢opMmbl) [18]. JlobGaBieHme
ocTaTKoB 3-D-rajakTonrpaHo3uia MPUBOIUT K ITOJTY-
yeHuIo etie u all-B-auranakrosmi-, all-B-tpuranakro-
3wi- u  all-B-TeTparatakTo3uIIMAalIITIIALIEPUHOB.
OnHako He SICHO, COAEPKAaTCs JIM BCE 3T KOMITOHEH-
Thl B MeMOpaHax KJIETOK pacTeHUil, B YaCTHOCTH,
MeMOpaHax 1Turactua. KpoMe Toro, U3 KopHel KyKy-
PY3blI BbIACICH allUITaIaKTOMMPaHO3WISTaAHANO. A
B TIIpopacTatolux 6o06ax MyHr (Phaseolus mungo L.)
HaliieH PpaMHO3UWJIMPOBAHHBIA TPUTAJaKTOJUIINI,



210 KYKOB
Ta6auna 1. HekoTopsie HeoObryHbIe Ki1acchl [1J1, BcTpeuaroluecs: B coctaBe MEMOpaH pacTUTEIbHBIX KIETOK™
Ne HaumeHoBaHue OOBeKT Ccblnka
1. | @ocaruamnmeri- u hocdaruamin- N, N-IMMeTUI-3TaHOJIAMUHBI DyKapuoThl [7,9, 17]
2. | N-auerarst D Bricme pacreHus [21]
3. | @ocharuaunriuiiepodocdars DyKapuOThI [17]
4. | ®ochaTnamia-O-aMUHOALIIMLIEPUHBL DyKapuoThI [17]
5. | ®Uy)-, DU 3)- u P s)-bocdarst Pinus sativum, [7,9, 26, 27]
Arabidopsis thaliana,
Chlamidomonas
6. | DUy 5)-, PU 5 5)-nudocdarsi P, sativum, A. thaliana, [7,9, 26, 28, 29]
Dunaliella salina
7. | ®U-mMKaHbl, KOBAIEHTHO CBSI3aHHBIE C OeIKaMu Puc, A. thaliana, [20, 24, 30]
Spirodela oligorrhiza
8. | Monoaummonoankuidocdarvasl (13 OO v OX) DYKapuoTHI [17]
Juankundocdarunst (13 I wim pocharununriuiepodocdara) DYKapyOThI [17]
10. | Tpu- u TeTpa-rajakTo3WIINALIIIINIEPUHBI KiryoHu kaproderns, [6, 10, 14]
JIVCTBS IITTUHATA
11. | AUWITaIaKTONMUPAHO3MISTAHIOBI Kophu kykypy3s1 [10, 18]
12. | I'excameumipaMHONMUPAHO3WITIMLIEPUHEI Bo6b1 Phaseolus mungo L. [10, 18]
13. | MoHo-, mu- 1 all-B-11-rarakTo3uIMOHOTTULICPHIIBT Bricime pacrenus [10, 18]
14. | AmwmupoBannabie hopmbl MIIT, [Mmenuia, mmmmHAT [14]
JI'1I’ 1 MOHOTaJIaKTO3WJIMOHOIJIULIEPUIOB
15. | Mansmurom-B-D-mroko3un B- cutocteprHa Briciive pacteHust [17]
16. | 1,2,3-tpu-O-Kamnpoui- « -D-rmokonupaHosa Bricime pacreHust [18]
17. | D-mmoko- u B-D-maHHO-TTUpaHo3mT- N -aiihUToChUHIO3UHBI Bricmme pacreHus [17]
18. | Au- ¥ TPUTeKCO3UIbI LIEPAMUIOB U TPUTeKCo3u - N-alleTUI-rajlakro3a- | DyKapuoThl [15, 17]
MUH LIepaMUJIOB
19. | N-aumndurochuHrosmi-dochopmmHosutsr (PIIT) Kophu KyKypy3bl, [17, 18, 31, 32]
JIUCTbsI Tabaka
20. | UnosutdochoprmniepaMuabl Kykypysa, Tabak [18, 33—36]
21. | JIyanminmmiepoTpUMETUITOMOCEPUHEI Dunaliella salina [28, 37, 38]
22. | dyaumimmmieporuapoOKCUMETI-TPUMETWIAIaHUH Chlamydomonas reinhardtii [37—40]
23. | 3-Auermi- 1.2-qaluImIMIE PUHBL Euonimus [41]
24. | MoHO-, - ¥ TpUaLJIBHbIE TIPOU3BOAHBIE TTIMKO3KIA CeMeHa MIIIEHULIBI [42]
STWICHIJIMKOJS
25. | AumteHble ipon3BoaHbie 1-O- B-D-rmrokonmpaHo3wTHIeHITUKONST | CeMeHa TIeHULTbI [43]

* [Tomumo m3BecTHBIX DJI 1 I'J1, a TakKe MX JIM30(hOPM U OKCHIIMITMHOB B coctabe MIIT u AT AT .

(rexcageMIpaMHONMPAHO3WITIIUIIEPUH, BKJIIOUAIO-
11 TPU rajJlakKTOMMPaHO3WIBHBIX ocTaTKa) [18].

B pesynbTaTe Bo3neiicTBUsT (DEpMEHTOB IIPU TO-
BPEXICHUSIX KJIETOK BO3MOXHO 00pa3oBaHUE HEKO-
TopbIX Mpou3BoaHbIXx MI'II' u AT'JII'. YMeHblIeHUE
KOJIMYECTBA allMJIbHBIX TPYIIT MPUBOAUT K BO3HUK-
HOBEHUIO MOHOTaJIaKTO3MJIMOHOIIULIEPUIOB, AUTa-
JIAKTO3WJIMOHOITUIIEpUIOB U all-B-muranakro3mimo-
HormmuepunoB. IlpucoeavHeHne allMIbHBIX TPYMIT K
nojoxeHnio C6 TepMUHaia TajlaKTO3bl MPUBOAUT K
MOJIY4EHHIO allJIMPOBAHHBIX (POPM MOHOTAJIAKTO3MJI-
monormuepunos, MIATI' m AI'AI. Cnenyer mMeth B

Buny, uto MI'II' u AT'AI" mpu roMoreHM3aluu Kie-
TOK MOTYT IIOABEPTaThCs ACUCTBUIO (PePMEHTOB aIly-
JaTpaHcdepasbl U TUAPOaa3bl alluiaoB 3¢upoB. Bos-
MOXHO TaKXe 00pa30oBaHNE OKCWINIIMHOB OTHON MU
00€1X ITOJIMHEeHACHIIIIEHHBIX allMJIbHBIX TPYIIIT B COCTa-
Be MI'JII' u AT'JIT'; He ycTaHOBJIEHO, 3a0eMCTBOBAH JIN
pu 3ToM (pepMeHTaTUBHbBIN KaTtanus [18].

IToMUMO TIMKO3WIANALIMIITIMLEPUHOB, BasKHBI-
MU KOMITOHEHTaM1 MeMOpaH pacTUTEIbHBIX KJIETOK,
B IEPBYIO oYepeab MEMOPaHHBIX CUCTEM XJIOPOILia-
cToB M apyrux dopm maactun sasisiorcs CXAT
(rpynmna 2 I'JT), B KOTOPBIX K TUIPOKCUIBHOI IPyIIIie
Ne2 2021
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IVALWINIMIEPUHA TIMKO3UIHOM! CBA3bIO IIPUCOCIN -
HeH cyiabdoxuHoBonupaHo3wi. CXII sasasioTcs
eIMHCTBEHHBIMH PACTUTEILHLIMU CYIb(OININIAMUA
[10, 18, 48—50]. CXII comep>kaT OCTATOK TIFOKO3HI,
K KOTOpPOM TIpUCOeAWHEHa Tpynna CcyJIbGOHOBOMN
KMCJIOTBI; 3Ta YaCTh MOJICKYJIbI JIMITNAA CITYXXUT I10-
nspHo ronoBkoit. CX/II' oTHOCSATCS K KUCIIBIM TTO-
JISIPHBIM JIMIIMIAM W HaWIEeHbI TOJBKO y pacTeHUM,
cocTaBligst 0kojio 10% oT oblero coaepsKaHusl -
nngoB MemOpaH. CXJII' cocpenoTodeHBI TIIAaBHBIM
o0Opa3oM BO BHYTPEHHEM CJI0€ MeMOpaH XJIOpoIlIa-
ctoB. CXTI BMmecte ¢ DJI onpeneisiioT TOBEPXHOCT-
HBII 3apsig MeMOpaH, a TakoKe BIMSIOT Ha (PyHKIIMO-
HaJIbHYI0 aKTUBHOCTh O€JIKOBBIX KOMILJIEKCOB THJIa-
KOUIHBIX MeMOpaH [13].

B paszmen I')l MHOrMe aBTOPHI BKITIOYAIOT TaKXKe
KJIacC TJIMKO3UAOB CTEpUHOB [51], KOTOphle HE CO-
nepxat octatkoB KK, u moromy, no Haiieii rpaaa-
UM, HE SBISIOTCS JunuaaMu (cM. Bbiie). B To ke
BpeMsI CYILIECTBYIOT U CJIOKHBIE 3(UPHI TNIMKO3UIOB
crepuHoB ¢ KK (BI'C), KkoTopble, TaKUM 00pa3oM,
yke HecoMHeHHO stBistioTcs I1J1 m otHOCcsTCs X T'J1
(rpynma 3) [6]. DI'C npencTaBisiioT coO0M IIIMPOKO
pacIipoCTpaHEHHbIN KJIacC IJIMKOJUIIMAOB pacTe-
Huit. U3 cTepuHOB B HUX, KaK MPaBUJIO, BCTPEYaeTCs
cturmactepuH. OI'C MoryT obOpa3oBbIBaTh AMUcaxa-
PMIHbBIE TTPOU3BOAHbBIE, U3 KOTOPBIX TOJABKO LIEJIO-
ouosunsl (B-1,4) u renrnobuosuast (B-1,6) B naib-
HeliIleM MOTYT YIJIMHSThCS A0 TPU-, TeTpa- U MeHTa-
caxapungHbIX 1ereii [18]. B pacTeHusix BcTpedaroTcs
[JIIOKOMUPAHO3UIbl CTEPUHOB, IPEUMYILECTBEHHO
CUTOCTEPUHA U CTUTMACTEpHHA, a TAKXKe 6-TTabMU-
toun-B-D-rmoko3un B-cutoctepuna [17]. Dt Mo-
IU(PUIMPOBAHHBIE CTEPOUIBI IIIMPOKO BCTPEYAIOTCS
y pacTeHUli, 0OAHAKO HE BCE MCCIeA0BaTEIM MPU3Ha-
0T, YTO OHU BMecTe ¢ ocTajibHbiMU [JI gBasitoTcs
KOMITOHEHTaM1 MeMOpaH.

K raukonunupam (rpymrma 4) OTHOCSITCSI Takxke
3(dUpPHI MTIOKO3bI U caxapo3bl ¢ KOPOTKo- (10 C),) U,
BO3MOXHO, cpegHeliernnouyeayHbIMu KK, KoTopbie Mo-
IYT UHOTJA cocTaBisaTh 0oyiee 80% SIUKYTUKYIISAP-
HBIX 3KCCYyAaTOB (3KCTpale/UTIOJapHbIA MaTepuall
SMUAEPMAJILHBIX TTOBEPXHOCTEII) HEKOTOPBIX pacTe-
Huii — ceM. Solanaceae, TomaroB, Tabaka. DTU CO-
eIMHEHNSI MOT'YT BKJIIOYATh IO TPEX OCTATKOB KaIlpy-
JIOBOM KMCJIOTHI, KaK, Hanpumep, B 1,2,3-tpn-0O-kxa-
npoui-o- D-rmokonupano3se [18]. K I'JI (rpymma 5)
OTHOCUTCS U TPYIINa INIMKOCHUHTOIUIIAOB [52, 53].
Heo0OxognMo OTMETUTB, YTO, TIOMUMO 3TO TPYITITHI,
CYIIECTBYEeT MCXOIHbBIII BUI TPOCTBIX CHOUHTOIUMU-
JIOB, KOTOPEIE HE coliepxKaT B CBOEM COCTaBe OCTATKOB
caxapoB M MMEIOT HasBaHue LepaMuabl (N-amui-
C(OUHTO3UHBI UK cUHTEeHUHBI). [TTMKochuHTOIM-
MUObl  SIBISIIOTCSI TPOM3BOMHBIMM LIEpaMUIOB U
BKJIIOYAIOT: 1- 11epeOpo3uabl (OHU Xe TIIOKO3MIIIIE-
paMunbl, LIEPAMUATEKCO3UIbl WU TIIOKO3UAbI N-
alMIC(UHTO3UHOB), 2 — IW- U TOJUTCKCO3UIBI 1Ie-
pamugoB u 3 — ¢utormukoaunumsl (PIJT), koTopkie
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WHOTAA Ha3bIBalOT HMHO3UTdOchopuILIepaMuaaMu
(cm. Huxe) [17, 32, 54].

Lepebpo3nasr 00pa3yroTcst IIPU B3aMMOACHCTBUM
LIepaMUIOB Yepe3 TUAPOKCUIIbHbBIE TPYIIIIHLI C IPYTU-
MU paguKajlaMu, B YaCTHOCTH, ¢ yriieBogamu [15, 17,
55, 56]. PactutenbHble 1IepeOpO3UabI COAEPKAT OT OfI-
HOT'O 0 YEThIPEX OCTaTKOB caxapoB (TJIIOKO3bl M1 MaH-
HO3bI) B Lieny. IIprMepoM Takmx coeIMHEHMIA MOXET
cnyxuthb 1-O-B-D-rmokonupano3ui-N-armiduroc-
¢uHrO3MH, rae R — 2-okcu-(rmajbMUTOUI, CTeapOuI,
6erexHown win aurHouepwmi) [17]. UcxogHEIMU MOXK-
HO CUMTATh IBA MOHOITIOKO3WILIEpaMuIa, ComepKa-
IKUX OCTaTKu Jn6o P-D-riokonupaHosmia, 6o
- D-MaHHOMMpaHO3WIa, U3 KOTOPBIX MEPBBIi MTPeoo-
JlagaeT B (pOTOCUHTE3UPYIOLIMX TKaHsX. [rokonupa-
HO3WILIEpPAMUIbl MOTYT IOIOJHUTEIBHO MPUCOEIU-
HSITh 10 OTHOMY OCTaTKy MaHHO3bI MJIX IJIIOKO3EI, 00-
pazysl AOUTIIOKO3WalepaMuabl. Te M3 MOCIeTHUX,
KOTOpbIE COAEPKAT OCTAaTOK MaHHO3bl Ha TEepPMU-
HaJIbHOM KOHIIE, MOTYT IIPUCOSINHSITh eIle OCTaTKU
MaHHO3bI WM ITI0KO3bI, 00pa3ysi IBa TpU- 1 1Ba TET-
parroKo3milepaMuaa ¢ pasHbIM COOTHOIIEHUEM
OCTaTKOB IBYX caxapos [18]. I[IpumepoM nurekcosum-
JIOB 1LIepaMUIOB MOTYT CIIYXXUTh 1LIepaMUIJIaKTO3UIbI
(1-O-B-D-ranakromupanosun-O-f-D  mokormpa-
Ho3wiI-N-amuincuHro3unnl) [17]. ITokazaHo cyie-
CTBOBaHUE €Ilie 1 TpUreKcozuauepamun-N-aleTuira-
nakTo3amuHa [20]. CiaenyeT uMeTh B BUIY, YTO KaXK-
IbIA U3 MOHO-, OU- M TPUTCKCO3UAOB LiepaMUIOB
00pas3yloT TIpN agCcopOIMOHHOIM XpoMaTorpadun 1o
JIBe Xpomartorpahpuyeckux 30HbI, COAEPKAIIUE CO-
eIMHeHUs J1b0 ¢ HopManbHbiMU KK, nmubo ¢ rua-
pokciKK [15]. B monmurekco3mmax nepaMmumoB, Kak
MPaBWJIO, TJIMKO3WIHASI YacThb MPEACTABIISIET COOOM
OJINTOCAaXapUAHYIO LeMb, COAECPKAIIYI0 OT ABYX IO
IIIECTU MOHOCAXapuIOB.

I[MoMumMo 11epeOpPO3UIOB U ITOJIUTEKCO3UAOB 1ie-
paMUIOB, IpyIia NMUKOCGUHTOJIUNNAOB BKIIOUAET
®DI'JI, xoTophle IPEACTaBIdIOT coboit N-anuiadpu-
TOCHUHTO3MIDOCHOPUINHOZUTEI, CBSI3aHHEIE TJIN-
KO3UIHOM CBSI3bI0 C OCTaTKaMM psiia MOHOCaxapu-
JIOB WJIM TloaucaxapuaHbix rpymm [17, 18, 30, 33];
CTPYKTYypa MX YCTaHOBJIEHA JUIIb B OOIIMUX YepTax
[32, 34, 57]. Kpome nHO3MTa, hochopa n chUHTO3MHO-
BbIX OCHOBaHMIA, comepzKaiuxcsas B Mojiekyse DI,
TaM MOTYT IIPUCYTCTBOBATh €IIE IO IECITH pa3iny-
HBIX KOMITOHEHTOB, BKJIFOYAIOIINX, BO3MOXKHO, 10 16
U Jaxe 0osiee ocTaTKOB MoHocaxapuaoB [17, 18, 30,
33, 58]. B ®I'JI uepamua-1-pocdat cBsI3aH C TITIOKO-
3WJIMPOBAaHHBIM MTHO3UTOM (pochonnapupHOIA CBI3BIO
[18]. LleHTpanbHOIi YacThio (smpoM) MoJieKyJibl PIJI
aBisioTcst nHo3uTdochopuepamunsl (MPII), xo-
TOpPBIE, BOBMOXKHO, MOTYT BCTPEUYAThCSI B PACTUTEIIb-
HBIX TKaHSIX U B CBOOOJTHOM COCTOSIHUM. B npyrux pa-
6otax npennoinaraercs, yto MDLI (apyroe nx o603Ha-
yeHre — (hochopICHOUHTIOINUNNIBI) MOT'YT CONEPXKATh
B CBOEM COCTaBe pa3IMyHbIC MOJUCaXapUIHbIE OCTATKU
U TIPEACTABIISIIOT COD0O  pa3sHOOOpa3Hyl TIpYIILY
C(OUHIOJUIIMIOB, IPUCYTCTBYIOIINX B BBICIIIUX pac-



212

TeHHUSIX U Trpubax; 3mech, BEPOSITHO, O0OO3HAUYCHUE
HN®II npupaBuuBaetcs K @I'JI [32]. M3BecTHA T
MpeanojaraeMasi CTpyKTypa siapa sl IIaBHBIX pa3-
HoBugHocTein MPII u3 Kykypy3sl 1 Tabaka [32—34,
37, 35]. IlpucyrctBue B mojiekyiax DI'JI pa3nuuHbIX
MOJIMCaXapUAHBIX TPYIN TPEISITCTBYeT BO3BpaATy
STUX COCAUHEHUI B OpraHUYecKyo a3y U3 BOTHOI
MPY OYMCTKE 3KCTPaKTa, IMIPUBOIS K HETOOLICHKE UX
COJiep>KaHMS B paCTUTEbHBIX TKaHsX [32, 34].

INepBoie manHbIe O cylecTBoBaHUM DI'JI B KOpHSIX
KYKypy3bl 1 UX CTpyKType moaydeHbl Carter ¢ cOaBT.
[33]. ITo3mHee, cchlTasich Ha 3Ty pabOTy, HEKOTOPHBIC
aBTOPbl MPUBOAAT BO3MOXHbBIE (DOPMYJIbI 3TUX Be-
mecTB [17, 18, 30, 32]. Kpome Toro, ®I'JI oGHapyKeHbI
B JIMCThsIX Tabaka Hsieh ¢ coaBt. [34] n Kaul ¢ coaBr.
[35], Ha KOTOPBIX TAKKE CCHLIAIOTCS B YIIOMSIHYTBIX 00-
Jiee mo3gHux padotax [18, 32]. IIpucyrcteue UPIL]
MOKa3aHo, M0 KpaliHei Mepe, B 7 pa3InJHbBIX paCTeHU-
sx [32]. HepamunnHas yacte MPIL] 06bIMHO COCTOUT U3
TUAPOKCUC(UHTAHNHA WIA TUAPOKCUC(HUHICHUHA U
C,,-runpokcuKK. B cBow ouepenn, B dochopuli-
COUHTOIUIUAAX TUAPOKCUIbHASI TPYIIIa 3TepupULI-
poBaHa ¢ochaTom mim ocdoxoaHoMm [32]. DyHK-
1 MPILI B pacTeHUsIX U3ydeHBI ellle HeJOCTATOYHO;
WU3BECTHO, YTO OHU MOTYT CTY>KUTb, aHajornyHo [®U,
KaK SIKOPb IIJIsI yIep>KBaHUSI OEJIKOB.

I'mKOoCUHTOMUTIMIBL, TAKKE KAK BCE YITOMSIHYThIE
BheIlIe [1J1, aKkTHBHO yJ4acTBYIOT B CO3MaHUM CTPYKTYPhI
MeMOpaH, 1, KpOME TOTO, SIBJISTIOTCSI METa0OIMIECKM-
MU TTOCPEAHUKAMU PSIIa KIIETOUHBIX TIPOLIECCOB, TAKUX
KakK pa3BUTHUE MbUIbLIBI, TIepeaaya CUrHajla TpaHCIYyK-
UM Ha aObCIM30BYIO KMCJIIOTY U OTBETHAsI peakKIivs
pacTeHUI1 Ha TMITOKCUIO U aTaKy ITaToreHoB. [ Tukoc-
dunronunuasl, Bkiodasgs OIJI, BxoasaT B coctaB DP
U TU1a3MaJieMMBEI [59].

OcHoBa TIMKOC(HUHTOJUIIUAOB — LEepaMUIbl —
a1o amuabl 2KK ¢ BeicimmMuy aMmuHocripramu [ 17, 25,
30]; mocneaHue MHOTIA HAa3bIBAIOT JJIMHHOIIEIIOYCY -
HbIMU M- WIA TPUTHUAPOKCUOCHOBAHUSIMM, WIU
cuHroocHoBaHusMu [15]. HamMmeHoBaHust 31ux co-
€IVWHEHWI, BCTpeyalolluecs B JIUTEpaType, K coxaye-
HUIO, YaCTO JOBOJBbHO CUJIBHO Pa3INYaloTCsl Y Pa3HbIX
aBTOpPOB. BrIcilie aMMHOCTIUPTHI B COUHTOIUTTMAAX
OOBIYHO MOTYT BapbMpOBaTh MO IJIMHE LENU MEXIY
C¢ 1 Cy 1 moaBeprarbest TMAPOKCUTUPOBAHUIO U/ WIU
necatypauuu. /IBoiiHas cBsi3b B A8-MOJI0XKEHUU MO-
JKET HaXOJAUThCS KaK B yuc-, TaK U mpanc-KOHGUTy-
paluu, 1 COOTHOIIIGHHWE 3TUX MU30MEPOB BapbUPYET B
pa3HbIx 00beKTax. /JIBoitHas cBsI3b B A4-TI0JIOKEHUN
OOBIYHO IIPUCYTCTBYET B mparnc-KoHpurypauuu [50].

Briciiiie aMMHOCTIMPTHI MPEACTaBIEHbI, KaK Mpa-
BUJIO, MPOW3BOAHBIMU WX TOMOJIOTaMU HACHITIIEHHOTO
C s-amuHoauona chUHraHuHa (IUruapochruHro3uHa;
2-D-amunookranekananoi-1,3-D). B ator kiacc
BelecTB BXoIAT Cig- 1 Cy-aMMHOCTIUPTHI, KOTOPbIE
MOTYT OBITh IUOJIAMU WJIM TPUOJAaMU, a TaKXKe ObITh
HACBILIEHHbIMU WU MOHOHEHACHIIIEHHBIMU. K Cg-
aMUHOCTIUPTaM, TIOMUMO AUTUAPOCHUHIO3UHA, OT-

KYKOB

HOCATCSI C(OPUHTO3WH, (PUTOCUHTO3UH M IETUIPO-
GUTOCHPUHTO3UH, U3 KOTOPBIX MTEPBbIC 1BA — AUOJIbI,
a BTOpbI€ ABa — TPHUOJbI. JIBOiTHas1 CBS3b UMEETCS B
chuHrosuHe u nerunpocduHrosune. M3 C,y-aMruHo-
COUPTOB HanboJiee U3BECTHBI HachlllleHHble C,y-n1-
rugpocuHro3nuH u Cy-durtochunrosun [12]. Ilo
JIPYTUM NaHHBIM, W3 IJUHHOILIEIIOYEYHBIX OCHOBA-
HUI HauOoJjiee 4acTo BCTpeyarTcs 4-TUIpPOKCUC-
¢unHranuH (tpuod; t18:0; oH xe dUTOCHUHIO3UH),
4-runpoxcu-8-cunrenun (t18:1%), nurmapocpun-
ro3uH (auoi; d18:0; oH ke chuHraHuH), 8-chuHre-
HuH (d18:1%), 4-cunrenun (d18:14, usBecTHBIN Kak
cuHrasun) u 4,8-chunraguenu (d18:243) [50].

Takum o6pazoM, COUHTOIUNUABI COAEPKAT B MO-
JIEKyJIe BBICIIUI aMUHOCIIMPT, BKJIIOYAIOIIWIA THI-
POKCHJIBbHBIE TPYINBI U aMHHOIPYMIY, OJjlaromaps
KOTOPOI 3TU JTUIIMIBI UMEIOT CJIa0O0IIeI0OUYHbIE CBOI-
crBa. K aMuHOTpyIIe aMMHOCIIMPTOB aMUIHOM CBSI-
3bI0 (3HAYMTENILHO OoJiee MPOYHOM, YeM CJIOXKHO-
adupHasa) npucoenuHeHa KK, koTopass comepKuT
He OoJiee IBYX OBOMHBIX CBsI3eli. [ maponan3 aMuaHoOMI
CBSI3U IJIsI TTIOJIyYeHMsI CBOOOIHBIX ocHOoBaHUiT 1 2KK
13 C(OUHTOTUIIUAOB OOBIYHO BBIIOIHSIOT KUITSTYEHU -
eM B 1M MeTaHoibHOM pacTtBope NaOH B TeueHue 18
q [13, 22] it B 2N BOITHO-METaHOJBHOM pPacTBOpE
HCI B Teuenue 5 unm 18 9 [17].

B cBoGOmHBIX liepaMuAax W3 BBICIIMX AMUHO-
CIUPTOB TIpeodiianaloT MPOU3BOIHbIE Tpuoaa (u-
ToC(PMHTO3MHA, HANpUMep, TPUOIBI C T0OaBICHUEM
wim 6e3 To0aBIeHUS yuc/mparc-IBOMHBIX CBSI3ei TTpur
C8. B dutorukonunuaax Takxke mpeodsanaiT TpUo-
J61. B 11epebpo3raax muomsl 1 TPHUOJIBI BCTPEYaloTCs B
PaBHBIX MPOIIOPLIUSIX C MpeodIagaHueM 8-c(UHIeHN-
Ha, 4,8-ccuHranueHuHa u 4-ruapokcuchuHraHuHa
(¢putocdunrosnna) [10, 18, 60]. ToabKko 4YeTHIpe
BBICIIIMX aMUHOCTIMPTa HalIeHbl B Iepedpo3umax
apabupgoricuca: 4-TUapPOKCU-8-yuc-c(OUHTEHUH,
4-rugpokcu-8-mpanc-cOUHTEHUH, 8-mpanc-ChuH-
TeHUH U 8-yuc-cOUHTeHUH. VI3 HUX TIaBHBIM KOM-
IIOHEHTOM SIBJISIETCS 4-TUIPOKCH - 8-y c-COUHTCHUH,
COIMPOBOXIAEMBIA TTPEUMYLIECTBEHHO 2-OKCUHEPBO-
HoBoi# kucnoroit (C,,.,-okcukuciora) [61]. [Tomumo
BBICIIIMX aMUHOCIIMPTOB, LIepeOpO3Uabl BKIIOYAIOT
KUPHBIE KHUCIOTBI C OYEeHb UIMHHOM IIETBIO
(CKKO/LL; mo 78% ot cymmbl Beex 2KK). Kpome To-
ro, B liepeOpo3uaax MOTYT COOEpXKaThCs 10 14 BUAOB
OKCHUKUCJIOT (CM. HIKE).

O06bryHO I1JI commyTcTBYIOT B MEMOpaHaX CTEPUHEL
U IJIMKO3UJIbl CTEPUHOB, KOTOpbIE T10 Hallleil rpaja-
IIM1 HE BXOOST B COCTaB JIMIIUIOB, ITOCKOJIBKY HE CO-
nepxat KK. Tak, B rutazmajieMMe €CTb CUTOCTEPHH,
CTUTMACTEPUH M KaAMIIECTEPUH U JIUIb CIIEMIbI XOJIECTE-
puHa. Kpome Toro, pactureibHble TKaHU (OCOOEHHO
ceMeHa) conepxkat clioxHble 3¢upbl ctepuHoB U KK,
KOTOpBIE M3-3a UX OOJIBIION XpoMaTorpaduuecKomn
MOIBUXKHOCTHU OTHOCSTCS He K T1J1, a K HelTpalbHBIM
mmmunaM. CTepuHbl TakkKe amMpUQUIbLHBI: THUIPOK-
CWJIBHBIC TPYIIITHI 00Pa3yioT THIPOPIIEHYIO TOJTOBKY,
®UBNOJIOTUS PACTEHUN Ne 2
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a IUKIIOIEHTAHTIEPTUAPO(PEeHAHTPEH ¢ GOKOBBIMHU 3a-
MECTUTEJISIMU UTpaeT poJib TMAPOGOOHOTO XBOCTA.
CTepUHBI cOAepKaTCsl B HApY>KHOI MeMOpaHe MUTO-
xoHIpuit, OP 1 masmanemme. MI3BecTHO, 9TO OOOTA-
IIIEHUEe OTIEJIbHBIX YYaCTKOB MeMOpaH CTepUHAMU
HeoOXOAUMO, B YACTHOCTH, OIS CTAOMIM3aLUM aK-
TUBHOI KoHpopMmaLmu Moiekyial HAJI®D H-okcuna-
3bI B 3TUX Y4acTKax.

Cpenu I1JI onHokIteTouHO Bogopociu Dunaliella
salina, obuTalonieil MPeUMYIIECTBEHHO B COJICHBIX
MOpSIX, 0OHapY:KeHO 3HAYUTEIbHOE KOTMIeCTBO (8%
OT OOIIMX JUIIMIAOB IJla3MaTUYeCKoil MeMOpaHbI)
IUALITIMLEPOTPUMETUITOMOCEPUHA, KOJIUYECTBO
KOTOpPOTO Bo3pacTaeT B 1.7 pasa (B OTJIMIME OT APYTHX
I1JI) ipu yBeiTmueHNM 3aCOJIEHUS Cpeabl BhIpalllnBa-
HUS B Ba pa3a [28]. DTo coenuHeHre HaIeHO U B
Bonopociau Chlamydomonas reinhardtii [36, 37]. Kpome
TOTO, B BOIOPOCIISIX OOHAPY:KEH MUAIVIITIIAIICPOTUI-
POKCHUMETWITPUMETWIAJIaHUH. DTU JBa COCIMHEHMS
MIPEICTABISIOT c060if N-MeTHIMpoBaHHBIE TUAPOK-
CHMaMMHOKMCJIOTHI U HAa3bIBAIOTCSI O€TauH JTUTTUAAMU
[38, 39].

IMomumo ITJT u creprHOB, B cOCTaBe BHYTPEHHUX
MeMOpaH MUTOXOHAPUM U B TUJIIAKOUJIHBIX MeMOpa-
Hax BaXHbIMU (DYHKIIMOHAJbHBIMA KOMIIOHEHTAaMU
CJIy>kaT U30TIPEHOUIbI U UX TIPOU3BOIHBIE, B YaCTHO-
CTH KapOTUHOUIBI U X 3¢upsl ¢ KK, yOUXMHOHEI 1
IUIAaCTOXMHOHBI. KapoTuHOUIbI MpPencTaBisiiOT CO-
0oif TeTpaTeplieHbl U SIBISIIOTCSI YIJIEBOAOPOAAMU,
coJiepKallliMU HECKOJIbKO HEHACBHIIIIEHHbBIX CBSI3Ei.
DTa Tpynmna BKIo4YaeT B cedsg 1o 70 MATMEHTOB, CO-
JIep>KallnXcsl B pa3HbIX pacTeHUsIX U rpudax. KapoTu-
HOUIBI OOBIYHO PACCMATPUBAIOT KaK IMPOU3BOIHBIE
JIMKOTIMHA, KOTOPbIii OOHApYXXeH B IJIOJaX TOMaTOB U
JIPYTMX pacTeHUM.

B nipupoIHBIX COEIMHEHUIX YaCTO BCTPEYAIOTCS
MOHO- M AUALWJIbHBIE ITPOU3BOMHBIC aJIKeH-1-MJ10-
BBIX 2(bMpPOB IIMIEPMHA, a TaKXKe alIaJIKUIOBbIC
ahupbl muiepruHa (MOHO- YW IUALMIbHBIE TTPOU3-
BOOHbIC alKWITrauuepuHoB) [17]. B co3peBaromimx
CeMeHaX IMIIEHUIIbI HAIeHbI [NIMKO3WIINTIUIIEPUIbI,
a TakKe JMOJIbHbIE TVIMKOJMUIIMABI, KOTOPBIE IIpe-
CTaBJISIIOT CO0OI alMIbHBIE Ipou3BoaHbIe 1-0-f-D-
TTIOKOITMPAHO3ZMIISTHIICHIINKOIIS [42]. DTuMM Ke
aBTOpaMU B CO3pEBalOILIMX CEMEHaX KyKypy3bl HaiiieH
AHAJIOTWYHBIA KJIacC MUOJBHBIX IJIMKOJMIIMIOB —
arIbHOe TiponsBonHoe 1-O-f-D-ranakronupaHos3u-
JTUAeHKoNg. Tlpeamosnaraercsi, 4yTo B ceMeHax
MIIEHUIIBI COOEPXKATCsI MOHO-, OW- W TpHALWIbHBIC
MIPOM3BOAHBIC TTIMKO3UIA STWICHITIMKONI. [1pn aTOM
MOHOAIMJIbHbIE TTPOU3BOIHbIC 11O BeJTMUMHE R, 6/I1M3KU
K MI'IT', a nu- 1 TpuauujabHbIe HE OTACISIIOTCS OT
cBOOOIHBIX cTeprHOB U JIAI' cooTBeTCTBEeHHO [41].

Hamu oOHapyXueHbl HOBble, HE OTMEUYEHHbIE B
HUX paHee JIMITUIHbIE KOMIIOHEHTHI B 3pEJIbIX CeMe-
Hax cou [62]. Tak, Hapsay ¢ JAT u MAT', o6Hapyxe-
Hbl HEUJIEHTU(PUIMPOBAHHBIE JUIUAbI, OJU3KHE K
9TUM IJIMUEPUIAM 110 R;, HEKOTOpPbIE M3 HUX COXpa-
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HSTIOTCSI M1 IOCJIE OMbUICHUS. BO3MOXKHO, YTO 3TN 30HBI
BKJIIOUAIOT BBICIIME aau(aTUIeCcKUe CHUPTHI U/WIH
O-auankuioBble 3(Upbl TAULIEpUHA, a Takxke 1-O-
MOHOAJKMJIOBBEIE 3(upel rannepuHa [22]. TTomnmo
CITMPTOB U MPOCTHIX 3PUPOB, BO PpaKIMIX MaJlo-
MOJISIPHBIX JTUITAI0B MOTYT COIEPKAaThCs TEPICHBI 1
TOKO(EPOJIbI, KOTOPbIE OBbUIN ITPEAIIOJIOXKMUTEIHHO
UASHTU(ULMPOBAHBI B HE3peJbIX ceMeHax cou [63].
Kpome Toro, B ceMeHaxXx COM MOTYT COIEpPXKAaThCS
a¢upnl KapotnHonaoB n TeprieHoB ¢ KK, a Takke
allMIMPOBaHHbBIE TTTUKO3UIbI STUJICHIJIMKOJISI, KOTO-
pble HaliIeHBI B CEMEHAaX KyKYPY3bl U MIIEHULBI [64].
IMomumo o6eranbIX JAI, B ceMeHax M IIpUCceMsTHHI -
Kax 6epeckiieta (Euonymus 1.) 1 psima opyTux pacre-
Huii comepxarcsa aueTwiJAI (3-auetwmn-1,2-nua-
OWI-SH-TIULEPUHBI). B 3THX onThYecKy aKTUBHBIX
coenuHeHusx nse OH-rpymmmsl ocTarka riuliepuHa
atepudumpoBansl Beiciiumu KK, a omHa — ykeyc-
HoIt Kucnotoii [40].

B pactutenbHbIX O0ObEKTax HalilleHbl TakKXe U
nmpoteoaunuabl. OHU TIPEACTaBISIOT COOOI MHTE-
rpajbHbIe TUAPOGOOHBIC OEIKM 01oMeMOpaH U MO-
T'YT OBITh BbIAEJIEHBI U3 3TUX MEMOPaH TOJIBKO B BUIE
KOMIUIEKCOB C JUIMUAaMu. B pacTUTeIbHbIX OOBEK-
TaxX MPOTEOIUNUIBI OOHAPYKEHBIB CEMeHaX cou [65],
371aK0B [66] u Guizotia abissinica Cass. [67], B coeBOM
Mmaciie [68] 1 B IpoToILIacTax JIMCTbeB ropoxa [69].
PaHee, mociie mpuMeHeHUsI McYepIibIBawolleil dKc-
TPpakKUMU JMIWUIO0B, HAMU MOKa3aHO MPUCYTCTBUE B
3pesIbIX CEMEeHAaX COU 0KO0JI0 20 HEUM3BECTHBIX KOMITO-
HeHToB [1J1 [62].

KUPHOKUCJIOTHBIN COCTAB
JNIINI0OB MEMBPAH

B otimimame ot TAT, monsipHBIE, MW KOHCTUTYIIM-
OHHBbIE, JTUMUIBI PACTUTEIbHBIX TKAHEHW XapaKTepu-
3y10Tcs OoJiee pasHooOpa3HbeIM HabopoM KK 3a cuer
MHOTOYHMCJIEHHBIX MUHOPHBIX KOMIIOHEHTOB U TPO-
JIYKTOB YIUIMHEHMUS LIeTIel KUCITOT. DT OCOOEHHOCTHU
00yCJIOBIMBAIOT OOraTcTBO CTPYKTYPHBIX Moaudu-
Kaluii MeMOpaHHBIX JUIUIOB, CBSI3aHHOE C WX
(GYHKIIMOHAILHBIM MHOTOOOpa3reM.

IMonsapHble TMOKUALI B OCHOBHOM coaepxkat 2KK ¢
14—18 aromamu yrinepona. bonbimmHeTBO 3THX KK
SIBJISIETCSI HEHACBIILIEHHBIMU 1 UMEIOT 1—3 nBOIHbBIE
CBsI3U, KaK MpPaBWIO, HE COMNpPSKEHHBIE. DTU ABOM-
HEBIE CBSI3M BCETIa HAXOMATCS B yuc-KOH(PUTYpauy 1
KpaiiHe penko — B mpaHc-nionoxeHuu. IlocienHue
MMEIOTCSI B mpaHc-TeKCcaaelleH-3-0Boi, 3IauauHO-
BOIl (mpanc-okTaneueH-9-o0Boil), OpaccUIMHOBOMI
(mpanc-noKo3eH-13-0Boi1), 31e0cTeapuHOBOMN (yuc,
mpauc, mpauc-okragekarpueH-9,11,13-osoit) KK, a
Takke B BeICIIUX Ad4-mpanc niu A8-mpanc-aMuHO-
crimpTax cpuHroaunuaoB. Hamu npuHSTH claeayio-
II1e COKpalllcHHbIe 0003HaYeHUSI MHINBUIYAIbHBIX
KK (Ha mnpumepe O-JIMHOJEHOBOM KMCJIOTHI:
18:34%1215 rpe ykazaHo konmuecTBo atoMoB C B Lie-
MM, YMCJIO ABOMHBIX CBsI3€ii 1 HOMEpa aTOMOB, OT KO-
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TOPBIX OTXOOUT ABOMHAS CBSA3b, CYMTast OT KApOOK-
CWIBHOM IpyImbl (3HaK A). DTy KHUCJIOTY MOXHO 000-
3HAYUTH KakK M3-2KK, MOCKOJBKY MOCIEIHss IBOMHAs
CBSI3b PACIIOJIOXeHa B Hell B monoxenun C-3 ot Me-
twibHOro KoHua JKK. Ananornuno, KK 18:22%12 (ju-
HoJIeBas), a Takxke u 18:34%12 (y-nuHoseHOBast) MO-
I'yT OBITH 0003HaYeHbI KakK W6-2KK.

o-JImHOJIeHOBasl KHCJIOTa MMEET 0co0oe, YHH-
KajibHOE 3HaueHue cpenu apyrux 2KK B xku3HU pac-
TeHuii. HezaBucumo oT reHoTUIIA pacTeHus O-JJUHO-
JleaT Bceraa JOMUHHPYET B JIUMUAAX XJIOPOILIACTOB,
TIIe eTro YPOBEHb B TAJIAKTOIUITUAAX TUIIAKOUIOB MO-
Xer gocturath 95%. Mcxonst U3 3TOro pacCuyuTaHo,
yTOo BO Bceit coBokymHocTH KK, comepxarmuxcs B
JKMBOM BelllecTBe Omocdephl, MO OL-JIMHOJEHOBOM
kucitoThl npesbiaet 90%. I[Mpeobmaganue stoit KK
B XJIOpOITIACTaX, TIe OHA UTpaeT KaK CTPYKTYPHYIO,
TaK ¥ MeTabOJIMIECKYIO POJIb CBSI3aHBI ¢ OCOOEHHO-
ctamu ee crpoenust: CH;CH;CH=CHCH,CH=
CHCH,CH=CH(CH,),COOH.

Ha wmetmibHOM KOHIE IIENMUA O-JIMHOJICHOBOI
KMCJIOThI pacIlojioKeHa He3apspkeHHasl cucTteMa U3
TpEX OBOMHBIX CBS3€H, OTHEIEHHBIX OT METUJIbHOU
rpymibl 3, 6 1 9 atomamu C, cooTBeTCTBeHHO. MHTE-
PECHO, YTO aHAJIOTMYHasl CUCTEeMa JBOMHBIX CBSI3€M
COOEPXKUTCS U B LEIM CTPYKTYPHOIrO aHaJora O-Ju-
HOJIeaTa — TeKCaIEKaTPUEHOBOI KUCIIOTHI (16:34710:13)
KOTOpasi BCTpeYaeTCs TOJbKO B XJIOPOIJIacTax.

3HayeHne OaHHON M-3,6,9-cUCTEMBI ABOMHBIX
CBSI3€M COCTOUT B TOM, YTO OHA CIIOCOOHA IIPUHUMATh
CMpajeBUAHYI0 KOH(pOpMalMio, KOoTopas oOpa3yeT
TECHYIO aCCOLMALIMIO CO CITMPAIbHBIMU LICTISIMU MEM-
OpaHHBIX O€JIKOB IUIACTHAHBIX JIaMeJI OJaromapst
ruapodoOHOMY B3aMMOICHCTBUIO 3TOM CUCTEMBI C
T-OpOUTAISIMU OCTATKOB apOMaTUYECKUX aMUHO-
kucnot. Ilpu mocrpoeHN (OTOCMHTETUYECKIX CYyOhb-
eIHUIL XJIOpOILIacTa HarboJiee TIOTHasl yIlaKoBKa ra-
JIAKTOJIUMUIOB, BKIoUast ykaszaHHble KK, ocyiiecTB-
JISIETCSI HE TOJIBKO C OeJIKaM1, HO U C ITUTMEeHTAMMU U,
rJ1aBHBIM oOpa3oM, ¢ xyopodmuioMm. Ilpum 3TOoM
obecrieynBaeTCs ONTUMAaJIbHASI IPOCTPAHCTBEHHAs
OpHeHTalusl TUIAPOPUIBHEIX (POTOPELIEHTOPHBIX
MOp(UPUHOBBIX CTPYKTYP XJIOPOILIACTa Ha MOBEPX-
HOCTH JIMIIOIIPOTEMHOBHBIX MEMOpaH 1 BO3MOXHOCTh
OBICTPOTrO IIEpeHOCca JIEKTPOHOB B O€3BOAHOI Cpefie
C HU3KOM TMAJIEKTPUUECKOM ITOCTOsTHHOM [70].

B cocraBe nosmHeHachieHHbIX 2KK MOXHO BBI-
JIEeINTh JIBE TPYNNBI 3THUX cCOoeAWHEHWU. B mepBoii
rpyrie OMOCUHTE3 MPOUCXOAUT MO IMyTH oOpa3oBa-
Hust KK ¢ peryisipHbIM MOJ0KEHUEM LuUC-TBOMHBIX
CBsI3ell B YIJIEBOJOPOAHON LIENM C Yy4acTUEM MeM-
OpaHHBIX W6- U W3-aLI-TANUIHBIX AecaTypas, a BO
BTOpPOil — ¢ mocieaymoimuMm obpaszoBaHuem AS5-2KK
MpU ydyacTuu GPOHTAIbHON AS-alni-JIMNUIHOM Je-
catypassl [71]. Hanuuue takux AS-KK, kak Takco-
nenHoBas (18:22%9), spenpunonas (18:22%1"), nmuHone-
HoBad (18:38%12) koHudepoHosas (18:42521215)  ckua-
noHoBas (20:3251L14) " ronudeponosasg (20:4251H1417) i
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kucnora 20:22%!! gpnsgercsa oTIMYUTEIbHBIM ITPU3HA-
KOM (DOTOCHMHTE3UPYIOIINX U He (DOTOCUHTE3UPYIO-
IMX TKaHei romoceMeHHbIX (Pinophyta) [72, 73], B
toMm uncie u ceM. CaroBHUKOBEIX (Cycadaceae) [74].
A5-2KK miprcyTCTBYIOT B TATIMIAX CeMSTH ceM. JIfoTn-
koBbIX (Ranunculaceae), TKaHeii MXOB, JUIIAHU-
KOB, Tpu00B 1 MUKpoBoaopocieii [71]. I1lpu aTom co-
nepxanue AS5-KK moxer cocrasisate a0 30% ot
cymmbl KK u 6onee. @ponTanbHass AS-gecatypasa
MPUHUMAET y9acTHe U B 00pa30BaHUM TAKMX BaKHBIX
1 yentoBeka A5-2KK | kak apaxunoHosas (20:4458.1114)
U siiko3arnenraeHoBas (20:5481L1417) “koropele Tak-
JKe XapaKTepHBI IS Haubosiee IPeBHUX B BOJIIOLIM -
OHHOM OTHOIIIEHUM ceMeIcTB pacTteHuit. [Ipu aToM
cuHTe3 20:48581L14 1 2():58581LI417 geymiecTBasieTcs
U3 JTUTOMO-Y-JIMHOAeHOBOM (20:3281114) 1 siikosza-
terpacHOBOI (20:42%!1L1417)  kyc0T COOTBETCTBEHHO
[75]. MoxXHO BUIETh, 4TO M3 TTepedrciieHHBIX AS-2KK
18:4 1 20:4, TakkKe KakK ¥ 3MKOo3areHTacHOBAasI KMCJIO-
Ta (20:5), apnsmiorcsa ®3-2KK; 18:3 u 20:3, Takke Kak
U apaxugoHoBas KucijioTa (20:4), mpeacTasisiioT Co-
6oit w6-KK; 18:2 u 20:2 otHocaTtca Kk ®9-XKK, a
a(deNpUHOBYIO KMCIIOTY MOXHO cuuTaTh 07-2KK.

Panee Hamu 1okazaHo, 4TO HaumOoJiee IIPOYHO
yaep:XuBaeMble JIUIIMOBI MeMOpaH, KakK IIpaBWJIO,
ObIBaIOT oboranieHbl HackleHHBIMU KK 1, B gacT-
HOCTH, MaJIbMUTUHOBOM Kuciotoit (16:0). C yBenau-
YeHMEM ITOJIIPHOCTU B PSIIy OTOENbHBIX (DpakiIuii,
MOJIyYEHHBIX U3 CyMMapHBIX JIUIIMAOB, BO3pacTaeT
conepxanue 16:0 B cymme KK mannoit ppaknuu 76,
77]. YuutbiBasl, 4TO BbIAEJIEHHbIE HAMU BBICOKOIIO-
msapubie Jmnunbl (BITT), mpencraBisione co6oit
“aHHYISIPHBIC JUMWUALI” WJIW JUNUAB MUKPOOKPY-
XeHMs1 (pepMEHTOB, KaK pa3 U SIBJISIOTCS HauboJiee
BaXXHBIMM B COCTaBe MeMOpaH, MOXHO TOBOPUTb O
GU3NOIOrMYeCKOM 3HAYEHUUM 3TOM 3aKOHOMEPHO-
ctu. Kak n3BecTHO, HACHIIIIEHHOCTD ajIn(paTUIeCKIX
octatkoB I1JI onpeneseHHOro Kiacca oopaTHO TIPO-
nopuroHanabHa TeKydectu (fluidity) mocnennux [78].
CrnenoBateabHO, CyIIIECTBOBAaHME OTMEYEHHOM HAMU
00paTHOI KOppesMU YKa3bIBaeT Ha TO, UTO AUALIV-
JITTULIEPUHOBBIE panuKaiabl MmemMOpaHHbix [1JI 3Ha-
yuTelibHO ycTynaoT TAI Tex xke pacTeHUit Mo BeIu-
4yrHe TeKydyecTh. BecbMa BeposiTHO, 4TO B MeMOpa-
Hax BBICIIMX PACTEHUIA U BOOOPOCJIEN coaepKaHue
MajJbMUTUHOBOI KMCJIOTHI HE MOXET CHUXKAThCSI HU-
Xe orpenesieHHOro ypoBHs. [lojlydeHHBIe NaHHBIC
MO3BOJISIIOT 3aKJIIOUMTh, YTO JJI CO3AAaHUST XKUIKO-
KPUCTAJUIMYECKOM CTPYKTYPHI KJIETOYHBIX MeMOpaH
BBICIIINX PaCTEHUI 1 BOOOPOCIIEH TPeOYIOTCS allIb-
HBI€ OCTAaTKU C MEHEEe BEICOKOM TEKYYECThIO, UeM TeE,
KOTOpbIE HEOOXOOUMHEI IJIsT (DepMEHTATUBHOM MOOM -
JIN3aLIMY 3afacHbBIX Macesl MPU BO30OHOBICHUM pOCTa
[76]. N3BecTHO, YTO HACHIIIEHHbBIE JIMITUABI CIIOCO0-
CTBYIOT OOpa30BaHUIO OTHOCUTEJIBHO YITOPSIOYECHHBIX
MEMOpaHHBIX JIOMEHOB, KOTOpbIe M30MpaTEIBHO
BKJTIOUAIOT ONpeneIeHHbIe TUINAE 1 0enku [4]. TTo-
MHMO OOBIYHBIX HachlIeHHBIX KK B pcTeHMSIX MO-
®U3UOJIOTUS PACTEHUN Ne 2
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I'YT BcTpeuaThbes aHajmornuHble 2KK ¢ pa3BeTBiIeHHOI
LIETTbIO; TAK, B JIMITMIAX FOJIOCEMEHHBIX HaliIEHbI TPU
HaceieHHbIe KK ¢ pa3BeTBIEHHOI LIETIbIO — aHTEe-
n30-13:0, anTren3o-15:0 m autenszo-17:0 [72, 74].

BI1JI, cocTosiiye rmaBHbIM 06pa3zom n3 U, OC,
®DI'JI u npoTeoINNUIOB, KaK IIpaBujo, ObLIBalOT 000-
ratieHbl Cy »4-2KK, criocobHbIMU, O1aronapsi cBoeit
JJINHE, BXOAWTH OMHOBPEMEHHO B 00 IOJOBUHBI
oucioss MeMOpaHBI, OOMOJIHUTEIBHO CKPEIUISIS €e
[75]. YcraHoBneHo, uto cuHTe3 2KKOJIL B armuaep-
MUCE UMeeT BaxKHOE 3HAYCHUE IJIsI KOHTPOJISI IIPOJIH-
¢epam KJIIETOK U, TEM CaMbIM, UISI PETYIISILIAA POCTa
pacTeHuii. DTOT KOHTPOJIb MOXKET OCYIIECTBIISITHCS ITy-
TeM BO3ACHCTBUS Ha OMOCHMHTE3 IUTOKUHUHOB B CO-
CYIVCTOM CHCTeMe M M3MEHEHNE aKTUBHOCTH AeJie-
HUS KJIETOK IIPU POCTOBBIX ITpolieccax [79].

B TeueHue mociegHUX OECSTWIETUI ITOKa3aHo,
YTO B PACTUTEIBHBIX TKAHSIX IIMPOKO PaCIIPOCTPAHEHBI
OKCUJIUTIMHBI, KOTOPHIE MPEICTABISIOT COO0M MPOAyK-
Thl IEPEKUCHOTO OKUCJIEHUS allWJIbHBIX OCTaTKOB TU-
¥ TpruHeHachleHHBIX 2KK B OIS pHBIX M HEUTpaJib-
HBIX JIUTIMAAX MOHA OefiCTBMEM peaKTUBHBIX (opM
KHMCI0pOaa WIN JIUTIOKCUTeHA3HBIX pepMeHTOB [80].

Ve ynmoMuHaloch, YTO LIEpeOPO3UIbl COAEpKAT
3HAYUTEJIbHOE KOJIMYECTBO OKCUKUCIIOT; TJIaBHBIM
00pa30M 3TO HACHIIIIEHHbIE Ol-OKCUKUCITOTHI. 0.- OK-
CUKMCJIOTBI 00pPa3yIOT TOMOJIOTUYECKUH psifl C UeT-
HbIM 4yucioM atomMoB C o6meit ¢GopMyabl
CH;(CH,),CH(OH)COOH (n — HedeTHOE 4ucJIO,
ot 7 mo 21) [17]. IIpuMepoM TaKuxX OKCUKHUCIOT MO-
XKeT CIYKUTh 2-oKcuttaibmMutrHOBas (16:0h), a npe-
oGnagaoT cpeau Hux 16:0h, 20:0h u 24:0h [10, 16,
60]. 3nech 6ykBa h o603HavaeT “hydroxy”. B mpoxk-
2Kax U TpaMoTpULIATENIbHBIX OAKTEPUSIX BCTPEUAIOTCS
[B-OKCHMKUCIIOTHI; MPUMEPOM HACHIIIIEHHBIX [3-OKCHU-
KUCJIOT siBJIsieTcsl 3-OKCUMNAJIbMUTUHOBASI KUCJIOTA.
3-OkcukncaoTel D-psina SIBISIFOTCSI TPOMEXKYTOYHBI-
MU npoaykTamu 6uocrHTe3a KK, a 3-OKCUKUCIOTbI
L-psina — MpoMeXyTOUYHBIMU MPOLYKTaMU [3-OKHUCIe-
Husl. K HeHachlllleHHbIM OKCUKHWCIOTaM OTHOCUTCS,
Harpumep, 12-okcuosernHoBasi (PULIMHOJIEBAs1) KUC-
JIoTa, KOTopasi, OlIHaKo, B LIepeOpo3u1ax MpaKTUIECKU
He BCTpedaeTcs, a TaKKe 2-0OKCU-yuUC-TEeTPaKo3eH-15-
oBas (2-okcuHepBoHOBasI; 24h:1) kuciora [17].

Takum oOpa3oM, CBsI3aHHBIE aMUJIHOM CBSI3bIO
KK v KKOJIL moryT moaBepraTbcst MoguduKa-
OUSIM, BapbUpyS 110 InHe 11enr oT 14 no 30 atomoB
C 1 MoryT ObITh TUIPOKCUIUPOBaHbI B C2 110y10XKe-
HUU U IecaTypupOBaHbl B -9 MOJOXEHUU, TIPUBOIS
K BO3HMKHOBEHMIO pa3HOOOpa3HEBIX M30(hopM chpmH-
TroUIuaoB [54].

B cBOOOAHEBIX LIepaMuaax U IIIUKO3UIaX LIepaMu-
JIOB U3 BCEX MCCJIEIOBAHHBIX MUICTOUHUKOB Mpeobia-
JaeT 2-OKCWJINTHOLIEpUHOBAsl KuciaoTa (MM Liepe-
OpoHoBas kuciora; C,,-okcukuciaora win 24h:0); To
K€ OTHOCHUTCS K (PUTOTTUKOIMIIMAAM. YacTo rimKole-
peGpO3UALI U3 JIMCTHEB COAEPKAT MHOTO 2-OKCUIIAJIb-
MUTHHOBO KUCIOTHI (16:0h); B pyTe, a TAKKE B KOPHSIX
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oBca (B IIMKO3WIIEpaMHIaX IIa3MaTUIECKON MeM-
OpaHBbI) HaliIecHO BBICOKOE CoAeprKaHUe 2-OKCHUHED-
BOHOBOIi KMCJIOTHI (CM. Bbile) [18].

B cocraBe KK 11epedpo3mmoB KOpHEN 1 JTUCTHEB
apaounoricuca (Arabidopsis thaliana) HailieHBl Kak
HachleHHbIe C g 5c-2-OKCUKUCIOTBI, TaK U MOHOHE-
HaceleHHble (20h:1, 22h:1, 24h:1 u 26h:1), u maxe
KHCJIOTBI C HEYETHBIM YHCJIOM aTOMOB YIjiepoja
(23h:1u 25h:1). I'maBHbBIE U3 HUX — 2-OKCUHEPBOHO-
Bast kuciota (24h:1; 37—47%), 24h:0, 16h:0, 22h:0,
26h:0 u 26h:1. CymectBeHHo, uto C,; u C;3 MOHOe-
HOBBbI€ 2-OKCUKUCJOTBI OTCYTCTBYIOT B M3Yy4YaeMbIX
oObekTax [18].

B pasnuyHBIX TKaHSIX OOHapyXeHa TeHASHIIUS
KOMOMHUPOBAaHUS NTHOJbHBIX aMUHOCIIMPTOB C KO-
potkolienodeyHbiIMu (C,4.9) OKCUKMCIOTAMM, TOTIa
KaK TPUOJIbHbIE aMUHOCTIUPTHI OOBIYHO COMPOBOXKIIA-
I0TCSI OYEHb JUIMHHOLEMOYeUHbIMU (Cyy.g) OKCUKHUC-
snotamu [18]. MI3BecTHO, YTO TTIMKO3WJILIEPAMUIBI CE-
MSTH OOBIYHO OOOTrallleHbl AMOJIbHBIMUA aMUHOCTIUPTA-
MU U Cy4,, HACHIIIEHHBIMU OKCHUKUCIOTAMU, B TO
BpeMsl KaK B JIMCTbSIX 3TU JIMIIUAbI O0OTallleHbl TPU-
OJIbHBIMU aMUHOCTIUPTAMU 1 HACBIIIIEHHBIMU, OUYE€Hb
JUIMHHBIMU allIbHBIMU LETISIMU (Cyg_56) [32, 81].

OYHKIIMOHUPOBAHUE MEMBPAH
PACTUTEJIBHBIX KIIETOK 1 YHACTHUE
B 5TOM IMPOLUECCE IOJAPHbIX JIUITNIOB

Pa3noo0Opa3ue kKauecTBEHHOIO ¥ BUIOBOTO COCTa-
Ba JIMIIMIOB MeMOpaH HEpa3pbhIBHO CBS3aHO C TOM
MHOTOTI'PaHHOI POJIblO, KOTOPYIO MOCIEeIHNE BBITION -
HSIIOT B opraHax pacteHuii [82]. Kierku Bcex syka-
PUOTUYECKUX OPTAHM3MOB, B TOM YMCJIE U PACTCHUIA,
IMTOMHMO TOTO, YTO CAMU OTpaHUYEHBI MEMOPaHOIA, pa3-
JIeJIeHbI Ha pa3jIdYHbIe 00JIACTH WJIM KOMIIAPTMEHTHI,
TaKkKe OKpYKeHHBbIE MeMOpaHaMM; 3TH O0pa30BaHUS
Ha3bIBAIOTCS opraHeuiaMu. TakuMm obpazom, MeMOpa-
HBI TIPEACTABIISIIOT CO00M OMHY M3 IJIaBHBIX COCTaBIISI-
OIINX, “OCHOBY OCHOB” PaCTUTEILHBIX KJIIETOK — UX
MSTKUI ckeieT. Kpome Toro, iMeHHO Ha MeMOpaHax
MIPOTEKAlOT MHOTHE BaXKHEHIINE MeTadOoIMYecKue
MIPOLIECCHI, TIOCKOJIBKY BTOpasl TJIaBHASI COCTABJISTIO-
11as1 BCEX 3yKapUOTUYECKUX KJIETOK — (PEPMEHTHI —
0oJIblIeit YacThIO 0a3MPYIOTCS HA MeMOpaHax 1 4acTo
HE CIIOCOOHBI BBIIIOJHSTH CBOM (DYHKIIUM BHE ITUX
MeMmOpaH. HakoHell, elie ogHa BaxkHeIasi cocTaB-
JISTIONIAasl PacTUTENILHBIX KJIETOK — (POTOAKTUBHBIE
MMATMEHTHl M peaKIIMOHHbIE LEHTPbI, IMIe 3TU IIUT-
MeHTHI (pyHKUMOHUpPYIOT (hoTocuctemsnl I u II), —
TpeOyeT KeCTKUX YCJIOBUII CTPYKTYpHOII opraHu3a-
LUUUA. OTU PEAKUMOHHBIE LEHTPhl JIOKAIU3OBAHBI,
KaK M3BECTHO, B MeMOpaHaX CTpOMaJibHBIX U Trpa-
HaJIbHBIX TUIaKouaoB [83]. M3BecTHO, YTO TOIIIMHA
Bceil MeMOpaHBI COCTABIISIET 7—8 HM, a COOTBETCTBY-
folllast BeJIMYMHA U151 €€ BHYTPEHHETO TUApo(hOOHOTO
CJIOSI MHOTIA IIPUHUMAETCsl paBHOM JUIIb 3 HM [5].
buomemOpaHbI (B Y4aCTHOCTH, TUIa3MaieMMa), TIOMU-
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MO JIUMUIIOB, OEIKOB, CTEPMHOB BKIIIOYAIOT 3HAYM-
TeJIbHOE KOJIMYECTBO YIJIEBOAOB, OOJIbIIIASI YACTh KO-
TOPBIX, OTHAKO, HE SIBJISIIOTCSI CAMOCTOSITEIIBHOI CO-
cTaBIIsTIONIe OmomMeMOpaH, a BxonsT B cocTaB I'J1 [1,
12, 13].

Kak u3BecTHO, GyHKILIMM MeMOpaH OYeHb pa3HO-
oOpasHbl. 1. bapsepHast. M30upaTeabHast npoHHULIae-
MOCTb OOecrneyrMBaeT OTAeJeHUEe KIETKU U KJIeTOU-
HBbIX KOMIIapTMEHTOB OT OKpYXKalollleil cpenbl u
CHabOXeHMe MX HeoOXOAMMBbIMHU BelllecTBaMU U 3a-
IIUTY OT OIAaCHBIX JJis KJIeTKM BellecTB. 2. TpaHc-
nopTtHasi. [TacCuBHBII M aKTUBHBIN TPAHCIIOPT Yepe3
MeMOpaHbl 00OecIleyrMBaeT MOCTaBKY ITUTATEeJIbHBIX
BEIIECTB, ylajleHUe KOHEUHBIX IMPOAYKTOB OoOMeHa
BEIIIECTB, CEKPELIMIO PA3JIMUHBIX BEILIECTB, CO3AaHUE
WOHHBIX TPAIMEHTOB, MOAIepXKaHUE B KJIETKE ONTHU-
MasibHoro pH M KOHIIEHTpalluM MOHOB, KOTOpbIE
HYXKHBI JJIsI pabOThl KJIETOYHBIX (hepMeHTOB. Tax,
TpaHcnopTHyio ¢yHkuuio I1JI MoxHo HabOmoOmaTsh,
ecliu B HUXHI0 4YacTh U-00pa3Hoit TpyOKM Mome-
CTUTb XJI0po(OpPM, B JIEBOE KOJIEHO — PacTBOP Meye-
HOIi caxapo3bl, a B paBoe KojieHO — Boay. [1pu atom
caxapo3a He JI0JKHa TepexoArTh B IpaBoe KOJEHO.
Ecnu xe B cioii xmopodopma BHocutcst PX, caxapo-
3a OBICTPO pacnpenessieTcsi B 00oux KojieHax [84].
AHaJIOrMYHOE COJIIDOWIM3UpYIOlllee NeicTBrUE OKa-
3biBatoT PJI 1 Ha HEJIMTTUAHBIE KOMITOHEHThI GH1OJIO-
ruyeckux TkaHei. Tak, Mpu KOJMYECTBEHHOU 2KC-
TPaKUMU JUIUIOB U3 CEMSIH COM B 3KCTPAKT MEPEX0-
IUT 10 56% Macchl ceMsIH, TOrIa KaK Ha IOJII0 CaMUX
I1JI B cyxoM ocTaTKe TOJIyYeHHOTO 3KCTpaKTa TMpU-
xXomurcs MeHee 5% [85].

3. Marpuunasg. OOecriedynBaeT ONpencIeHHOE
B3aMMOPACIOJIOXEHNE U OPUEHTALIMIO MEMOPaHHbBIX
0eJIKOB, MX OIITUMAJIbHOE B3auMoelicTBue. 4. Mexa-
Hu4deckast. ObecrieunBaeT aBTOHOMHOCTD KJIE€TKH, €€
BHYTPUKJIETOYHBIX CTPYKTYP, a TAKXKe COeTUHEHNE C
IPYrMMM KJIeTKAMM B TKaHSX. 5. DHepreTudeckas.
I1pu dpoTocuHTE3E B XITOpOIIACTaX M KJISTOYHOM JIbI-
XaHUW B MUTOXOHIPUSIX B UX MeMOpaHax AeiCTBYIOT
CHCTEMHI IIepeHOCa SHEPTUU, B KOTOPHIX Yy4aCTBYIOT
Kak JIMITUIBI, TaK U OeJiku. 6. PenentopHas. Hekoro-
pble OeJIKU, coaepKaliuecss B MeMOpaHe, SIBISIOTCS
pelerTopaMu, Py MOMOIIM KOTOPBIX KJIeTKa BOC-
MMPUHUMAET T VI MHBIC CUTHANBI. 7. DepMeHTAaTUB-
Hast. MeMOpaHHbBIe O€JIK HEPEIKO SIBIISTIOTCS (bep-
MeHTamMu. 8. MapkupoBka kKieTku. Ha memOGpane
MMEIOTCSI aHTUTEHBI, NCUCTBYIOIIME KaK MapKephl,
MO3BOJISIIOLIIME OTTO3HATD KJIETKY. DTO IIIUKOIIPOTEU -
HBI C Pa3BETBJICHHBIMM OJIMTOCAXapUIHBIMU OOKO-
BBIMHU LIETIIMH, UTpatolre poiib “anteHn”. C moMo-
IIbI0 MApKepOB KJIETKM MOTYT pacIio3HaBaTh Jpyrue
KJIeTKA W JIeCTBOBAaTh COTJIACOBAHHO C HUMM, Ha-
npuMep, npu (GopMUPOBAaHUN OPTaHOB M TKAHEM, a
TaK>Ke OMpPENeIsITh Yy>KepOAHbIe aHTUTEeHHI [ 13, 77].

Cuuraetcd, 4YTo OeJIKM OTBeYaloT, B OCHOBHOM, 3a
¢GyHIIMOHMpPOBaHME KJIETOUHBIX MeMOpaH, a I1J1 — 3a
UX CTPYKTYpY. B 1eACTBUTEABHOCTU U JTUTNIUIBI MOTYT
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BBITIOJTHSITH B MeMOpaHax pa3HooOpa3HbIe (PYHKITNN.
IIpu paccMOTpeHUM TMEPEYUCICHHBIX (QYHKIIUIA
MeMOpaH MOXHO BUAETh, 4TO ydactue u poib I1J1 B
OIHMX CITy4asix OOJbIIIe, B APYTMX MEHbIIIE, B TPETHUX —
WX poJIb €llle Majlo M3y4yeHa, HO SICHO, YTO BCE 3TU
(GYHKIIMM OCYIIECTBUMBI TOJIBKO IIPW HAJIUYUU U
y4acTUM JIMIUIOB 3TUX MeMOpaH (Tabi. 2). B mo-
cliemHee BpeMsl MpU OIMMCAHUU MaKpPOCTPYKTYPHI,
IWHAMUKA W (PYHKIMOHUPOBAHUS MeMOpaH IIOMI-
TBEPKIAETCSI BaXKHOCTh CHEIMATN3MPOBAHHBIX TO-
MEHOB, TaKMX KaK JIUITUAHbIE TUIOTHI U OEJIKOBO-IJIM-
KOIIPOTEWMHOBBIE KOMIUIEKCHl [4, 86]. JlumumHbIe
TIJTOTHI IEMCTBYIOT KaK Oydephl pn3nmuecKux CBOMCTB
MeMOpaH, MPOTUBOAECHCTBYSI U3MEHEHUSIM B OKpPY-
XKapllel cpede IyTeM KOPpPeKIMHM CBOEro COCTaBa.
I1pu sTOM B XMIOKOI (pase OMCIOS pacIpeaeasTioTCs
JIATIMABI TMOO ¢ OOJbIIIei, TMO0 ¢ MEHBIICH TeMIIe-
paTypoii miaaBjIeHMs, T. €. HaChIIIEHHbIC WIM HeHa-
ChIeHHBIE [87].

[MoHsTHE TUIIMOHBIX IIJIOTOB UMEET KaK IIMPOKOe
pacIpocTpaHeHue, TaK U OOJbIIYI0 IIPOTUBOPEYM-
BOCTb. [ J1aBHOE 3aTpyqHEeHHUE B UCCACAOBAHUN MEM-
OpaHHBIX IJIOTOB CBOAMTCS K OTCYTCTBMIO IIPSIMOTO
MUKPOCKOIMMYECKOTO OOHAPYKEHUS 3THUX 00JIacTei B
HEBO3MYILIEHHOM COCTOSIHUU XXWBOM KJIETKU, a TaK-
XKe B OoIpelesIeHMU UX pa3MEePOB, MPOIOJLKMNTEILHO-
CTH XHW3HM M YAaCTOThl BCTPEUYAEMOCTU B OMCIIOSIX.
HeobxonuMo y4uTbhIBaTh, UTO >KMBBIE MeMOpaHBbI
Ype3BbBIYATHO CJIOXKHBI 1 pa3HOOOpPa3HbBI U MOTYT CO-
JIepKaTh MHOXECTBO Pa3JIMYHBIX TUIIOB MEMOpPaHHBIX
IJIOTOB, KOTOpbIE CIIOCOOHBI CYILIECTBOBATH JIMIIL B
OnpelelIeHHbIX HPOCTPAaHCTBEHHBIX W BPEMEHHBIX
MaciTabax [4].

OTHOCHUTEJILHO PELIENTOPHOI hyHKIMK MeMOpaH
HEOOXOIMMO OTMETUTh, YTO MHOI'ME KOMIIOHEHTHI
TUTa3MaJIeMMBI MIOCJIe BOCIIPUSITUS CUTHAJIOB CIyKaT
MCTOYHUKOM BTOPHYHBIX MECCEHIKEPOB, KOTOPHIE
nepegarT CUTHaI 1o 3cTadeTe U yCUIMBAaIoT ero. Ta-
KAMU BTOPUYHBIMU MECCEHIKEpaMM CIy>KaT NHO-
3ut-1,4,5-tpudochar (UD,), AT, DK 1 mpoayKTh
MEePEKMCHOTO OKUCAeHMS IMnuaoB. Bee atu coenu-
HEHUST 00pa3yIOTCs U3 JTUIMUIOB ILIa3MaleMMBbI B pe-
3y/bTaTe BO3IACHCTBUSI CUTHAJA HAa PeLenTopsl [16,
86, 88].

Hexkotopsie I1J1 saBassroTcs npeninecTBEeHHUKaMU
Y1 yYaCTHMKAMM CHUCTEMBI Ilepeaadyr TopMOHaIbHOTO
curHana. Tak, usBectHa pochaTuININHO3UTHAS CU-
cTeMa BTOPMYHBIX MECCEHIXEpoB, paboTarolmas C
pelerTopaMu, paciiojioXKeHHBIMIA Ha BHEIIHEHN CTO-
poHe miasManeMMbl. [1py cBSI3BIBAHUU C TOPMOHOM
OeJIOK-peLenTop NepenacT CurHai Ha G-6e10k, KOTO-
PBIN CBA3BIBACT U YAESPKUBAET T'yaHO3UHTpudocdar,
pu 3ToM akTuBUpyeTcs 10 10 mosexy docdonumna-
361 C, BXOJSIIEN B COCTaB MEeMOpaHHBIX OeJIKOB. 3a-
TEM MNPOMCXOMUT TUAPOJU3 TyaHO3MHTpUdocharta,
ryaHosuHaudocdara, u ¢ocdar ocBoOOXKIAECTCS.
AxTuBanus dpochonunassl C IpUBOAUT K TUAPOIA3Y
docharunununosutandocdara (PU 4 5)-mudocda-
®U3UOJIOTUI PACTEHUN Ne 2
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Tab6auna 2. I'maBubie kiaccsl [1J1, ygyactBytomue B GyHKIIMOHUPOBAHUM MEMOpPaH pacTUTEJIbHBIX KJIETOK™

Ne | ®ynkumm MmeMOpaH Kiacc nununos Cchlka
1. | bapeepHas I'naBusie @JI u I'J1, 6eTanH-TUNUIBL, [18, 37]
3¢ upkI IJII0KO3bI U caxapo3bl ¢ 2KK
2. | TpaHcropTHas DO, OX, dI', N-ADD u I'll [21, 84]
3. | MarpuyHas AHHYJISIDHBIE JTUITUIbI [76]
4. | MexaHuyeckas DOX, PO, PUuTlJl [7, 15, 16]
5. | OHepretuyeckas

a) B XJIOpoIuIacTax

0) B MUTOXOHIPUSIX 6) A®T
6. | PeuentopHas
DU, OC, DT, PO, OX

Lepeoposunsr, 2KKOILI

7. | ®epMeHTaTUBHAS
8. | MapkupoBKa KJIETKHA

a) MTAT, ATAT, CXAT, ®T

®K, JIAT, ®U, OTJI, JKKOJILI

a) [10, 13, 18, 31, 32]
6) [12, 24]

[16, 17, 19, 31, 33, 59, 85]
[17, 18, 22, 24, 26, 28]
[15, 55, 75]

*TToMUMO yKa3aHHBIX, B pAMKaxX KaxX10i U3 (pyHKIIMIA MeMOpaH y4aCcTBYIOT U MHOTME IpYriue MUHOPHBIE, cocTaBisoliue rpyminy I1J1.

Ta); MMEHHO 3TOT MpoliecC Aaj Ha3BaHUE BCEMY Kac-
KaJy BTOPUUYHBIX MecceHIkepoB. [Ipu aToM B MeM-
OpaHe ocrtaetcd octaToK JIAI', a B tMTOomIasmMy mo-
crynator U®; u aktuBaTop npoTenHkrnHa3bl C [89].
OTU peakluu mpoucxonsT yxe uepe3 10—15 ¢ mocie
TTOJTy4eHMST CUTHAJIA, TOCTUTast MaKcMyMa depe3s 60 c.
N®; moxeT B3aumozeiictBoBarh ¢ Ca’*-kaHamaMu
Ha MeMmOpaHe, W KajbllUii HauMHAeT MOCTYyIaTh B
KIEeTKY [89]. UToObI 36exath n36bTKa Ca’t u aBTO-
JI3a KJIeTKH, TPOMCXOOUT IOIMOJHUTENbHOE (pocdo-
pwiupoBaHue U®D;, a uHosutrerpadocdar yxe He

B3aumozeiicteyeT ¢ Ca’"-kaHajaMu; pyU HEOOXOIU-
MOCTHU U3 HETO MOKET OBITh MTOJydYeHa HOBas MOPLIVS
N ®,. [Tocne nocTiskeHnst Makcumyma D, mostamn-
HO TUIIPOJIU3YETCS 10 MHO3UTA, KOTOPBI BKIIIOYACT-
cs1 B ®U u Tos1bKO B cocTaBe MeMOpaHbl (hochopuin-
pyercs 1o ®U 4 5,-mudocdara n Mcronb3yeTcs enle pas
[13, 86, 90]. Takum 06pa3oM, TIA3MATHYECKAST MEM-
OpaHa SIBJISIETCSI MECTOM He TOJIbKO PELENIM CUTHA-
JIOB, HO ¥ UX yCWIeHUS U AU depeHInpoBaHUS.

Baxneiiimasg (GpyHKIIMS pacTUTSIBHON KIIETKM —
¢doToCHHTE3, B OCYIIECTBICHNN KOTOPOTO MEMOpaHbI
MIPUHUMAIOT aKTUBHOE ydyacTue. DPdeKTUuBHOE IO-
IJIOLIIEHME CBeTa U IIpeoOpa3oBaHUE €ro SHEpruu
XJIOpO(UIIJIOM OCHOBBIBAETCSI HA BBICOKOI CTEIICHU
OpraHmM3alyd BHYTPEHHMX MeMOpaHHBIX CTPYKTYP
XJIOPOILIACTOB, Han0OOJIee BAXKHEIMA MOMEHTAMHU KO-
TOPOIf MOXHO CUMTATh IlepeuncieHHbIe Hike. 1. He-
obxoaumasi opueHTalvsl MUTMEHTOB B MeMOpaHe.
2. Hanuuue cooTBETCTBYIOIIUX CTPYKTYP, B KOTOPBIX
¢OTOBO30OYKIEHHBIII MUTMEHT M XUMHWYECKMU aK-
LIEITOP >KECTKO OPUEHTUPOBAHbI OTHOCUTEJILHO IPYT
npyra. 3. OmnpegeileHHas1 IIOCIEOOBATEILHOCTb U
CTporasi OpMeHTalMs IIEPEeHOCYNKOB 3JIEKTPOHOB U
MPOTOHOB B MeMOpaHe. 4. OpraHu3zoBaHHasl cucTeMa
MeMOpaH B XJIOPOILJIacTax, 00eCIeunBaroIas COIpsi-
JKEeHUe TpaHCIopTa 3J1eKTpoHOB U cuHTe3a AT® [13].

I/ISBCCTHO, 4YTO KJIE€TOYHBLIC MCM6paHLI qacTo
ACUMMCETPUYHBI, TO €CTh CJIOM Ppa3IM4yaroTCd 110 CO-
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cTaBy TUNUAOB. Tak, B HApY>KHOM CJIO€ MOTYT COJIEp-
XaTtbcs npenmyiectBeHHO PX, I'J1, chuHTrOImMIMIbI
u @MU, Tornga kak Bo BHyTpeHHeM — PO, ®C u OU.
BaxxHy10 yacTb MEMOpaH COCTaBJISIIOT MHTErpajibHbIe
OeJIK1, ITPOHU3BLIBAIONINE MX W OTBEYAIOIIMEe 33 UX
pazHooOpa3HbBIe cBoiicTBa. PamoM ¢ aTuMm MeM-
OpaHHBIMU OeJIKAMU HAaXOOATCS aHHYJISIPHBIE JIUTTUAIBI,
KOTOpBIE 0oJiee YIIOpSIOYeHBbI, MEHEe ITONBIKHEL,
MMEIOT B cocTaBe Oosee HachieHHbIe 2KK u BbIme-
JISTIOTCSI U3 MeMOpaH BMecTe ¢ Oenkamu. be3 aHHY-
JIIPHBIX JIMOIUAOB OOJBIIMHCTBO MEeMOpaHHbBIX OeJi-
KOB He (pyHKLMOHUpYIOT [13, 76].

Bce opraHesuibl KJIeTKM MOTYT OBbITb OJHOMEM-
OpaHHBIMH, KaK DP, ammapat I'onbaxu, TM30COMHI,
BaKyoJM U TePOKCHUCOMBI, JIMOO NBYMEMOpaHHBIE,
KakK SiIp0, MUTOXOHJIPUHU U TUIACTUIbI. BHYyTpeHHSs1
MeMOpaHa OOOJIOUKM XJOPOIUIACTOB YYacTBYET B
¢bopMUpOBaHUM BHYTPEHHE MeMOpPaHHOI CUCTEMBbI
9TUX OpraHesul. BHyTpeHHUe MeMOpaHbl (J1aMesbl)
00pa3yioT TUJIAKOUIbl, KOTOPBIE YJIOXEHbI B CTONKHU
WIW TpaHbl (TUJIAKOUABI TpaH) WA TPOHU3BIBAIOT
CTpoMy (MaTpUKC XJIOPOIUIACTOB), COEAUHSISI TPaHbl
MeXIy co0oii (Trinakouabl cTpoMbl). COOTBETCTBEH-
HO, oOpa3ymllye uX MeMOpaHbl Ha3bIBalOT MeMOpa-
HaMU (JlTaMeJUIaMHK) TpaH, 100 CTPOMBI. THIaKoMIbI
rpaH MOTYT ObITh IPOHU3aHbI OMHOU WMJIM HECKOJIb-
KUMU TUJIAKOUIAMU CTPOMBI.

XUMHUYECKUI aHaIU3 BHYTPEHHUX MeMOpaH XJ10-
pOILIACTOB IIOKAa3bIBAeT, YTO COOTHOIIEHUE TUITUI0B
1 OE€JIKOB 10 Macce 01M3Ko K 1 : 1, a X MOJISIpHOE CO-
oTtHouueHue coctasisieT 500 : 1; K aunugam 31aech
MIPUYKMCICHBl XJIOPO(GWILIBI, KAPOTUHOUIBI M ILjIa-
CTO- U (PMJUIOXMHOHBI, KOTOPHIE COCTABJISIIOT OKOJIO
65% nmunuaoB MeMOpaH xjaoporuiactoB. Kpome Toro,
B MeMOpaHaxX XJIOPOIUIACTOB COHEPKUTCSI MHOTO
O.-TOKO(eposia, KOTOPHI ITOBBIIIAET WX YCTONYM-
BOCTb K CBOOOJHOpaIuKaIbHBIM npoueccam. Ctepu-
HEI IIPUIAI0T MEMOpaHaM XeCTKOCThb, 3aHUMasl CBO-
0O0JIHOE MPOCTPAHCTBO MEXKIY TMAPOPOOHBIMU XBO-
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CTaMM JIMIINAOB U yIIopAa0o4nBasdad UX paCIIOJIOKCHUEC
[13, 47].

OCo0eHHOCThIO MEMOpaH XJIOPOILJIACTOB SIBJISIETCS
BBICOKOE cofepxkaHue B Hux ['JI, B oTiimuvie oT Apyrux
MeMOpaH KJIeTKU, rae npeodiagaot DJI. B memGpanax
TriiakonnoB xjoporuiactoB I'JI cocraBnsttor 75% Bcex
JunuaoB MemMopaH. OCHOBHBIMU MpPEACTABUTEISIMU
®JI B MemGpaHax xstoporuiactoB sBistiorest OI' (11%
OT 001Iero comepXaHus B HUX TUITUAOB). B @I atnx
MeMOpaH BxoguT crienuduuyHasa misg Hux KK —
mpanc-3-rexcaneueronas (16:3271913)  Ee npucyr-
CTBUE HEOOXOAUMO IJIsI COOPKM CBETOCOOMPAIOIINX
KOMIIIEKCOB XJjioporactosB [70].

Oco06oro BHMMAaHUS 3aCIy:KMBAlOT MEMOpaHBI
OP, MOCKOJIBKY OHU HE TOJIBKO caMu cocTosT u3 I1J1,
HO U SIBJISIFOTCSI MECTOM cMHTe3a Kak I1JI, Tak 1 Bxo-
msmmx B Hux KK. Kak m mmpoume opranemnsr, OP
“MeeT TIOJIOCTh, KOTOpasl OTAe/eHa OT IUTO30JIs
JIMIITH OMMHAPHOM MeMOpaHOIi; 3Ta IOJI0CTh 3aHUMa-
eT He MeHee 10% ot o61ero oobeMa KiieTku. MeM-
OpaHa DP nMeeT MHOTOUHMCJICHHbIE CKTaAKU U U3TU-
OBI 1 00Opa3yeT HEMPEPBIBHYIO ITOBEPXHOCTh, OTPaHM-
YMBAIOIIYIO €IWHOE BHYTPEHHEe IIPOCTPAHCTBO,
KOTOpOE U sIBJIsIeTCS MoyiocThio DP. Takum obpaszom,
OP mpencraBisieT co0Oil HEMPEPBIBHYIO CETh Ka-
HaJIblIEB, KOTOpBIE COCTOSIT M3 IUIACTMHYATBIX U
TPpyOYaTBIX LIMCTEPH, IPOHU3BLIBAIOT BCIO LIUTOILIA3-
MY M COCAUHSIIOTCS C siAepHOi oboioukoii. Ha MmeM-
OpaHBI 3TUX KaHaJbIIEB IPUXOANTCST OOJIee TTOJTOBH-
HbI OOIIIETO KOJIMYECTBA BceX MeMOpaH KjeTku [13].
CrnemyeT OTMETUTb, YTO HpU (PpaKIMOHUPOBAHUU
OpraHeJul pa3pylIeHHBIX KJIETOK C ITOMOIIbIO II€H-
TpudyrupoBaHus GparMeHTsl DP oOHapyXuBaroTCs
B MUKPOCOMAJIbHOI (pbpaKIivm.

OP xapakTepusyeTcs MpakKTUUYeCKu HEMOABUXK-
HbIM, GUKCUPOBAHHBIM PACIIOJIOXEHUEM CIIUpaJie-
00pa3HbIX yYaCTKOB CETU U KaHAIBIIEB CO CJACTIBIMU
okoHuYaHusIMU. MUcxoaHOIi cTpyKTypoil DP sBisiioT-
cs TpybuaTble KaHallblibl, XapaKTepHbIE sl T1al-
koro OP. [llepoxoBaTeiit OP oTjinyaeTcs OT riaaako-
ro HaJIMUYMeM 3aKpenjeHHbIX Ha ero MeMOpaHax pu-
oocoM. OmHa M3 OCHOBHBIX (DyHKIMIT MeMOpaH
riagkoro 9P — cMHTe3 MOJIEKYJI JIMTTUIO0B, TTO3TOMY
OHU oborallleHbl pa3MYHbIMU PepMeHTaMU OMO-
CUHTEe3a KaK TJIMLEPOJUNUAOB, TaK U APYTUX OJIU3-
KUX K HUM coeamHeHui [13].

HanbHeiiliee MOHUMaHUE OUOXUMUYECKMX (U
onodu3ndecKnx, B ciiydae (GOTOCHMHTE3a) IpoLecC-
COB, MPOUCXOASIIUX B PACTUTEIBbHON KIIETKE, 3a-
TPYIHEHO 6e3 U3ydeHusl (pU3NIEeCKOTO U XMMUIECKO-
IO COCTOSIHUSI MeMOpaH 1, YTO OYEeHb BaXXHO, CTPOE-
HHUS MeMOpaH Ha MOJEKYJSIPHOM ypoBHe. BaxHo
CTPOUTH U U3YYaTh TPEXMEPHBIC MONIEJIN KaxKI0M OT-
JIEIbHOM MeMOpaHbI C Y4€TOM MOJISIPHOTO COJepXKa-
HHUS B Hel Kaxnoro u3 kiraccoB I1JI, a Takke Bcex
CTePUHOB, KaXIIOr0 U3 OEJIKOB U BCEX OCTAJIbHBIX CO-
eIMHEeHNI, KOHTAaKTUPYIOIINX ¢ MeMOpaHOi B JTaH-
HBIIT MOMEHT. ITpnBOANMEBIT MHOTMMH aBTOPaMHU CO-

KYKOB

ctaB I1JI B oTnembHBIX MEMOpaHax, Kak IMPaBUJIO, TIO-
YTU HE IIPUBJIEKACTCS IS IIPOIOJDKSHUS U3YYSHUS
CTpOeHUSI U (PYHKLUMOHUPOBAHUS 3TOIl MeMOpaHBbI.
J1s1 IpeomoieHNsT TEXHUYECKUX M KOHIENTyaIbHBIX
0apbepoB, C KOTOPLIMU CTaJIKMBAaeTCs majbHeiiliee
U3y4EeHUE CTPOCHUSI OMOJIOTMYECKUX MeMOpaH, He-
00XO0IMM MEXIUCLUIUIMHAPHBIN MOIX0I, MPearnoia-
ralolInii COBMECTHYIO pabOTy OMOXUMUKOB, (DU3XM1-
MMKOB, MaTEeMaTUMKOB M CIECLMAJIUCTOB B 00JIACTU
KOMITBIOTEpHBIX TexHoJoruit [5]. B HacTosmiee Bpe-
MsI BO3MOXHOCTH KOMITBIOTEPHOI 1 BHIYUCIUTEIIb-
HOM TEXHUKU II03BOJISIT, BEPOSITHO, CTPOUTH IIPO-
CTPAaHCTBEHHBIE, TPEXMEPHBIE MO MeMOpaH, U C
Y4ETOM JIOCTKEHMN (PU3NIECKOM XUMUU U CTEPEO-
XVMMU U3ydaTh JIUITHI-0EJIKOBbIC B3aMOICIICTBYSI,
KOHTaKThl CTEPUHOB C OKPYKAIOIIUMU WX JIUIUIAMU
U OPYTUMM COENUHEHHUSIMU, B3aMMOIEKCTBUE (ep-
MEHTOB C MX JIUIIMAHBIM MUKPOOKPYKEHUEM, TIJIOT-
HYIO YITAaKOBKY XJIOpOohMIa U ApYruX MophUprHOB B
JIMIUIHBIX OMCIosSX. MeToabl KOMITBIOTEPHOTO MO-
JIEIMPOBAHUS YK€ YCIEITHO IIPUMEHSIIOTCS TIPU U3Y-
yeHUU MeMmOpaH Sulfolobus acidocaldarius, coctosi-
LIMX KaK U3 I1-, TaK 1 TeTpaspupHbix OJI [91].

OueBUIHO, YTO POJIb MEMOPAHHBIX JIMIIUIOB IIpU
BBITTOJJTHEHUU MeMOpaHaMU TepedyuclieHHbIX (DyHK-
LU JOCTAaTOYHO BeJruKa. MOXHO MpeaCTaBUTh, Ha-
CKOJIbKO IIPOABHMHETCS BIEpen IIO3HAHME BCEX ITUX
IIPOLIECCOB, Korma OyayT ITOCTPOCHBI TpPEeXMEpHEIC
CTepeOXUMHUYECKHUE U (PUBUKO-XUMUYECKUE MOJIE]IU
BCEX XapaKTePHBIX MEMOPaH WX UX OIIPEICITIONINX
y4acTKOB. /OIIOIHUTENbHBIE TPYIHOCTU B MOIEIIN-
POBaHUM YYaCTKOB OMCJIOS CO3AaeT OTCYTCTBUE AU~
HOM KOHLENLUMU B OIpeaeJeHUN OOIIero CUJIOBOTO
BJIEKTPUYECKOIrO II0JISI, KOTOPBI 0Opa3yeTcss CyM-
Mol 3apstkeHHBIX 11 [46]. JIunmmmHbrii 6ucaoit MeM-
OpaH MOXKET OBITH CBSI3aH C CONMYTCTBYIOLIUMM Oe-
KaMM TpeMsI pas3iIMYHBIMUA crnocobamu. MHTerpaib-
Hble O€JIKM pacIioJioXeHbl HEIMOCPEICTBEHHO B
oucioe, Torma Kak rnepudepuitHbIe acCCOIMNPOBAHBI
0O ¢ MHTErpajJbHBIMMU OeJIKaMu, 0O ¢ OMCIoeM
3a CYET BOAOPOIHBIX CBSI3EH, CTAOBIX 3JIEKTPOCTATH-
YeCKUX B3aMMOAEUCTBUIA, IMOO MOHHBIX CBs3eit [92].
B otnmume ot ocTalbHBIX, MHTErpajbHbIE OCIKKN HE
pacTBOPMMEI B BOJIE€ M He MOTYT OBITh yaaJeHBI U3
MeMOpaHBbl 0e3 ee pa3pylieHHUsI, MOCKOJbKY YacTh
3TOro 0eJIKa BCTpoeHa B THIPOGOOHYIO YaCTh OMCIIOs
MeMOpaHbl. HakoHel, pojib MEMOPAHHOTO yIepXKU-
Baro1iero ¢akropa (“sskopsi”) MOTYT BBITTOJIHSITH KO-
BaJICHTHO CBSI3aHHBIE C OCJIKOM OCTaTKM HAaCBIIIECH-
HbIX KK 14:0 1 16:0, HeKOTOpbIe M30MPEHONIBI WIIN
®DU. benku, koBajieHTHO cBsidaHHbIe ¢ KK, 1oKanm-
30BaHbl B OCHOBHOM Ha BHYTPEHHEHI HOBEPXHOCTU
Iuta3Matudeckoit Mmemopanbsl. Kucnora 14:0 mpuco-
enuHsieTcs: K N-KOHILIeBOM (TepMUHAIBbHOI) TpyIime
JIMIHA ¢ oOpa3oBaHMeM aMuaHOI cBsa3u [93]. Kuc-
nota 16:0 o6pasyeT THOI(DUPHYIO CBI3b C LIMCTEMHAMU
B C-KOHIIE MOJUIIENITUIHON LEeNU WIX CIOXKHO3(DUP-
HYIO CBSI3b C OCTaTKaMM CeprHa U TpeoHMWHa [2, 15].
®U3UOJIOTUS PACTEHUN Ne 2
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I'dU -3asgkopeHnble 6eaku [59, 94] mpucoeanHs -
IOTCSI K BHEIIHEN (3KCTpale/UIIONSIPHONI) CTOpPOHE
MEMOpaHbI CIEAYIOIUM 00pa3oM: TJIUIEpUH — P —
WHO3UT — IIIOKO3aMMH — (MaHHO3a + TrajakTro3a) —
MaHHO3a — MaHHo3a — P — aTaHonmaMuH — OeoK.
IMpucoenuHeHre 6€IKOB K JUMMMIAM MEMOpaH OCy-
MIECTBIISIETCS TAKXKE C MOMOIIBIO TIPEABAPUTEITBHOTO
MPEHWINPOBAHUS 3TUX OEJIKOB, KOTOPOE BKJIIOYAET B
ce0s1 mpUcCoeIMHEHNe K HUM TaKuX THIPOPOOHBIX
MOJIEKY, KaK IIPeHWIbHbIE TPyINbI (3-MeTUIOyT-2-
eH-1-mi1), 9TO 0obJIeryaeT JajibHelIIee prucoeIuHe -
HUE UX K JIUITUAHBEIM MeMOpaHaM, aHAJIOTUYHO SIKOP-
HbIM OenkaMm. [Ipyu mpeHWIMpPOBAaHUM MIPOUCXOIUT
npucoenuHeHue a1uoo dapHesuna (C,s), 11bo ocrat-
ka repanuiarepanuia (C,,), BCTpPOEHHBIX B OMCIION, K
C-TepMHuHaJly HUCTEMHA OeJIKa-MUIIEHH C ITOMO-
meio dapHe3mITpaHcdepa3bl M TepaHUITESPaHWII-
TpaHcdepassl [95-97].

O MEXAHUW3MAX PETYJIMPOBAHHWA
CTPYKTYPBlI MEMBPAH

IMommmopdnbie rrepexonsl teneii KK ron neiicteu-
€M TeMIlepaTyphl (TepMOTpodHbIT Me3oMOp(pU3M) U
MPOLECCHl TUAPATALAY MOJIIPHBIX PaIuKaioB (JIMO-
TPONHBINA Me30MOp(dU3M) CIIYKaT TeMU pblyaramu, C
IMIOMOIIIBIO KOTOPBIX KJIETKAa MOXKET PeryJInpoBaTh
CTPYKTYypy MeMOpaH. CyllleCTBYIOT pa3Hble TUHAMU-
YeCKUe XapaKTepPUCTUKU JIMIIUIHOTO OMCIIOs, TaKue
Kak JlaTepajibHas 1ugy3ust MOJIEKYI, MOJIEKYJISIp-
Hasl NOABUXXHOCTb, BpameHue neneid KK u op. s
XapaKTePUCTUKU CTEIIEHU HEYIOPSIOUYeHHOCTU WU
MOJICKY/ISIPHOM TOABMXKHOCTH BHYTPEHHE 4YacTu
JIMIIUIHOTO OHCI0S MCIOJb3YeTCSI TEPMHH “‘TEeKy-
yecTh” MeMOpaH (fluidity), T.e. cmOCOOHOCTh JIUIIH-
OB (a TakXke M OeJKOB) K jJaTepalibHou nuddy3uu.
CKOpOCTh mepeMelIeHUsT MOJIEKYJT IIpU 3TOM 3aBU-
CUT OT MUKPOBSI3KOCTU MeMOpaH, KOTopasi, B CBOIO
ouepenb, OINpeAeisieTCss OTHOCUTEIBHBIM CcoIepKa-
HUEM HaCBIIIeHHBIX 1 HeHachimeHHbIx 2KK B cocra-
Be JIMMNUIOB. TekydecTh MeMOpaH OoJbIlle, €Cliu B
cocTaBe JIMIIUMAOB MpeobaagaloT HEHACHIIEHHbIe
KK u MeHbIlIe TPy BBICOKOM COACPKAHUM HACHI-
IIEHHBIX KMCJIOT.

Hacroiennbie 2KK o6pa3yroT B MeMOpaHe yJacT-
KU C TUIOTHOM YITAaKOBKOM U PETYJISIPHOU CTPYKTYPOH.
B yyacTkax ¢ HeHaCBHIIIIEeHHBIMU KMCJIOTaMU IUIOTHAsI
yIlaKOBKa HapyllIaeTcsl U3rudaMu yrjieBOAOPOIHON
LEMY, BOZHMKAIOIIMMU 3a CYET IBOMHBIX CBSI3Eil B
yuc-KOHGpUrypalu, 4YTO MPEMSATCTBYIOT CIUILIKOM
TUIOTHOM YMaKOBKE MOJIEKYJ B JIMITUIHOM OMCIIOE,
BeIET K pa3phIXJICHUIO U YBEIMYCHUIO TEKYIECTH I10-
ciegHero. Ha TexydecTb MeMOpaH Tak:Ke BIIMSIOT
pa3Mephl yriieBogopoaHbix xBocToB KK, ¢ yBeamueHU-
€M JJIMHBI KOTOPEIX MeMOpaHa CTAaHOBUTCS 0oJIee TEKY-
yeit [24]. B aToM ciyyae, HampuMmep, MUPHUCTUHOBAST
KUCJIOTa MOXET YMEHbIIaTh TeKy4ecTb MEMOpaH U 3a
CYET TOrO, YTO OHA HACHIIIIEHHAs, 1 32 CYET CBOEH KO-
poTKoi1 ier. YI3BeCTHO, YTO IMPU CHIDKEHUM TeMIIepa-
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TYpbI OKPYKAIOIIei cpebl TEKy4eCTh MeEMOpaH CHIKA-
ercsl. B Hacrosiiiee BpeMst TeKydecTb MEMOpaH MOXET
ObITH OLICHEHA PA3IMYHBIMUA (PU3NIECCKIMU METOIAMU:
U3MEPEHUEM aHMU30TPOINU TTONSpr3anu  (Ioopec-
LIEHIUU TUDEHUITEKCATPUEHOB, BHEAPSIEMBIX B MEM-
OpaHbI, ¢ TTOMOIIBIO 3JIEKTPOHHOIO MapaMarHUTHOTO
pe3oHaHca M MH(paKpacHoii ciekTpockonnu Myphe.

B mocnenxHem MeTome Gosiee BHICOKME 3HAYCHMUS
yactoT Kojebanuii rpynn CH, coorBeTcTBytoT Gosee
HeyrnopsimoyeHHbIM cTpyKTypaM KK-1iereii unumos
MeMOpaH U, CJIeI0BaTeIbHO, 00JIbIIei TeKydecT. CIro-
COOOM YCTAaHOBJIEHUS TEKYYECTH MEeMOpaH SIBJISIETCS
u I'XKX-ananus KK-coctaBa aTux MeMOpaH ¢ IocJie-
JIYIOLIVM OIIpeAe/ICHEM COOTHOIIIEHUST HACHIIIIEHHBIX
n HeHachwIeHHBIX 2KK. B 3ToM citydae, BeposiTHO, He
OynyT oOHApYXXEHBI pPa3Inuusl, BBI3BAaHHBIE OBICTPBIM
M3MEHEHHEM TeMIIepaTypbl pocTa OO TeMIepaTyp
HU3KOTEeMIIEpaTypHOro 1M TEIUIOBOTO IIIOKA; IJISI Ha-
xoxneHus pasnmuuuit B ZKK-coctaBe morpedyercs
0oJjiee IIMTEIbHOE BpeMsl, HEOOXOIMMOE IIJIsI CUHTE-
3a U BKJIIOYEHMSI B MEMOpPaHy HOBBIX KHCIIOT.

OT COOTHOIIIEHUSI HEHACBIILIEHHBIX U HACHIIIEH-
HbiX KK B I1JI, cocTtaBasiomnx MmeMOpaHy, 3aBUCUT
ee TeKydecThb. CUnuTaeTcs, 4To y paCTeHUI, BhIpaI-
BaeMbIX IIPU HU3KMUX TeMIlepaTypax, CTeIIeHb HeHa-
coiieHHoCcTH KK B cocTaBe MeMOpaH pacTeT JJIsl TO-
ro, 4To0bl KOMIICHCMPOBATh CHIDKEHHE TEKY4eCTH,
BBI3bIBAEMOE OXJIAXKICHUEM.

YcTaHOBICHO, YTO MPU CHUKEHUU TeMIIEpaTyphbl
IIPOUCXOAUT YMEHbBIIEHNE TEKy4eCTU MeMOpaH, KO-
TOpOE BOCHPUHMMAETCS CEHCOPOM — MeMOpaHHOI
ructuauHkHazo Hik 33. Dra kmHa3za mnepemaer
CUTHaJl PEryJIsSITOPHBIM MOJIEKYyJIaM, KOTOpbIE B3au-
MOJIEICTBYIOT C IIPOMOTOPAMU T€HOB U BBI3BIBAIOT UX
WHOYKUMIO. B pesynbrate CMHTE3UPYIOTCS AecaTypa-
361 KK, ocyliecTBisieTcs Jecarypanus, U TeKy4eCTh
MeMOpaH BOCCTAHABIMBAETCSI OO ONTUMAILHOTO
YPOBHS, (PU3NOJOTUUECKH SKBUBAJICHTHOTO YPOBHIO
TEKy4eCTH IIpU HOpMaJIbHOII TeMIiepaTtype [98].

B ombiTax Mo u3ydyeHU0 MeMOpaH UX TEKydecTb
MOXHO U3MEHUTh U 0€3 CHIDKSHUST TeMIlepaTyphl, C
IMMOMOIIIbIO METO/Ia KaTaJIMTUYECKOrOo TUAPUPOBAHUS
KK MeMOpaHHBIX TUMTUIOB (MJ1a3MaieMMBbl KJIETOK)
C MCIOJIb30BaHMEM IUIATUHO-TIAJIJIaANEeBOrO KaTaal-
3aTopa, KOTOPhIii IT03BOJISIET KOHTPOJIMPOBATh HACHI-
meHue aBoHbIX cBsi3eil B Hensax KK [96]. Takoe
TUIPUPOBAHME OCYIIECTBIISLUIOCH B TeUeHHE KPATKOTO
BpeMeHU (1—4 MMH) 1 KOHTPOJIUPOBAIOCH MO HAJIU-
Y10 (POTOCUHTETUYECKO aKTUBHOCTH KJIETOK (CKO-
POCTH BBIIEJICHUS KMCIOPOAa).

Perymsinusa ¢usnyeckux CBOMCTB MeMOpaH IJist
TeMIepaTypHOi KOMIIEHCAllMd MOXET 3aBUCETb OT
pacnipenenenus KK B mosjoxeHusix sn-1 u sn-2 B
pa3IMUYHBIX MOJEKYISIPHBIX (opMax HEKOTOPHIX
dochormuuepunos [24]. Tak, B coctaB Tpudochou-
HO3BUTUIOB IO TIEPBOMY TOJOXEHUIO TAMLIepUHA
BXOISIT B OCHOBHOM allWJIbHBIE OCTATKW HACBIIIEH-
HbIX (Cg u C3) KK. Hanuuue B MeMOpaHax cTepu-
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HOB yYMeHbIIIaeT nmoaBrkHocTh KK, cHmXkaeT narte-
panbHyI0 IUMGY3UI0 TUITUIOB U OSJIKOB, U ITO3TOMY
TaKXKe MOXET BIUSTH HA (DYHKIINIO MEMOpPaHHBIX O€T-
KOB. MOIeKyJIbI CTEPUHOB COCTOSIT M3 XKECTKOTO T/~
podoOHOro simpa U TMOKOI YyIiIeBOOZOPOIHOM 1IeTIH, a
MOJISIPHOM TOJIOBKOM SIBJISIETCS €OWHCTBEHHAs TU-
POKCWJIBHAS TPYIINa, KOTOPast KOHTAaKTUPYET C TUAPO-
(unbHBIMU ToOBKamMu apyrux ITJI. Dty Monexysibi
pacriojiararoTcsl B TUIUIHOM CJIO€ MeMOpaHEI Iapajl-
JieJibHO aiudaTnueckumM uensim mosiekyn T [24].

He cnenyer 3a0pIBaTh 0 TpaHCMEMOpaHHOM (MO-
nepeyHoit) acumMeTpum, Koraa I1JI ¢ 6ojiee oobeM-
HBbIMU TIOJISIPHBIMM TOJOBKAMM CTPEMSITCSI HaXo-
JIUTHCS B HAPY>KHOM MOHOCJIOE, TaK KaK TaM OoJIbllIe
TJIOIIAAb TTOBEPXHOCTH, TIPUXOASIIASICS HA OIHY TO-
JIsipHYy10 rojioBKy. Tak, ®X 1 mMKOChUHTOIUTTUIBI JIO-
KaJIM30BaHbI TIPEMMYIIIECTBEHHO B Hapy>KHOM cJjloe, a
®dBO u ®C, B ocHOBHOM, BO BHyTpeHHeM. Crieniudu-
yeckuMm @DJI BHyTpeHHell MeMOpaHbl MUTOXOHIPUIA
SIBJISIETCS] KAPAMOJIMIIMH; OH CUHTE3UpyeTcs (hepMeH-
TaMM BHYTPEHHEW MeMOpaHbl MUTOXOHIPUIA M CO-
craBisieT 60see 20% ot Bcex DJI aToit MeMOpaHHI [8].
M3BecTHO, YTO JIMIUIBI B HEKOTOPHIX MEMOpaHaxX MoO-
I'yT MUTPUPOBATH C OMHOM CTOPOHBI MEMOpPaHBI Ha IpY-
I'y1o, T.€. coBepiatoT “daun-gon” nepeckoku. Takoe
repeMelieHue JUMMIHBIX MOJIEKYJ 3aTPYAHSIIOT UX MO~
JIIpHBIE TOJIOBKU, ToaToMy IlJI, Haxonsimuecs Ha
BHYTpEeHHe#l CTOpOHE MeMOpaHbl, UMEIOT B 9TOM OT-
HOIIIEHUW TNPEUMYIIECTBO U UMEIOT OTHOCUTEJbHO
BBICOKYIO CKOPOCTh TpaHCMEMOpPaHHOI MUTpaLIUH.

ITomumo ydactusi B hOpMUPOBAHUM JIUITUIHOTO
ouciost, ®JI u I'J1 BHIITONHSIOT psif IPYTUX BaXKHBIX
dyakumit. JInmmasl popMUpyIOT cpeny 11 GyHKIIN-
OHUPOBaHUSI MEMOpPaHHBIX OEJIKOB, MPUHUMAIOIIUX
B HEil HaTMBHYIO KOH(OpMaLIMIO. YXe rOBOPUIOChH,
YTO BBIACIIEHHBIC U3 MeMOpaH (epMEHTHI, JINIICH-
HbI€ JIMIUAHOTO OKPYXeHUSI (aHHYJSIPHBIX JIUIIU-
JIOB), KaK IMPaBUJIO, HE TIPOSIBIISIIOT KaTaTUTUIECKOM
akTuBHOCTU. C Ipyroii CTOPOHBI, ECTh JaHHBIE, YTO
0eJIKM, Jaxke Mocjie MHOTOYacOBOTO BhIAEPXKUBAHUS
nx npu 72°C, criocoOHHI 1Tociie KoHTakTa ux ¢ ®J1
BOCCTaHaBJIMWBaTh CBOIO OWOJIOTMYECKYIO aAKTUB-
HocTh [99]. B peryiupoBaHUM BHYTPUKJIETOUHOTO
TpaHCTIOpTa IIUPOKOIo CHEKTpa MOJEKYJd WIparoT
BaXKHYIO POJIb pa3jinuHble MOAU(UKAITUY OEJIKOB JIU-
MUAaMU1 WX POJCTBEHHBIMU UM TTPOU3BOIHBIMM.

B HacTostiniee BpeMsi MOJIEKYISIPHBIM MeXaHU3M
TpaHCJIOKAllUM OEJIKOB uepe3 MeMOpaHBI OCTaeTCs
HEIOCTaTOYHO M3y4YeHHBIM. JI0 CHX ITOp HEIOHST-
HO, TIPOXOAUT JIM OeJIOK Yepe3 3arojJHeHHbIe BOIOM
opel B MeMOpaHe WM IPOHUKAET depe3 caM JIn-
MUIHBIN Ouciioii. BoaMoxHO, 6e1KKn (0COOEHHO 3a-
PSDKEHHBIE MOJOXKUTEbHO) MPOXOIST Yepe3 BHYT-
peHHIO, THAPO(GOOHYI0 YacTh MeMOpaHbl BHYTPU
“BBIBEpHYTHIX” JIMIIOCOM, Y KOTOPBIX HapYKHBIA
cJIioii oOpaszoBaH ruapodooHbIMU XxBocTamu KK, a
MOJISIpPHEIE TOJIOBKM HAaXOISITCSI BHYTPU U OXBaThIBa-
0T MoJjieKyny Oenka [79]. Takas nurmocoma MoOXKET

KYKOB

¢dhopMHUPOBATHCS IIPU IJTCKTPOCTATUICCKOM B3aMO-
JNIEACTBMM MOJIEKYJbl OejiKa C OTpMLIATEIbHO 3apsi-
XeHHBIMU KucabiMu PJI Hapy>KHOTro cjioss MeMOpa-
HBI, y9aCTOK BHEIITHETO CJIOSI MEMOpPaHBI IIPU 3TOM
OTPBIBAETCSI, OXBAThIBACT OEJIOK, M 0Opa30BaBIIASICS
JIMIIOCOMaA ITIPEOAO0JIeBAeT OCTABIIYIOCS YacCTh ITyTH.
I[Ipu 3TOM 0OCOOEHHO BeIMKa POJIb TAKOTO OTpHUIIA-
TeJIbHO 3apstkeHHoro ¢ocdomunuaa, kak DI, ko-
TOPBIi, B OTJIMUUE OT OCTalIbHBIX KUCbIX [1JI (PU,
DI, ®C u CXTI'), nMeeT He OOHY, KaK OOBIYHO, a
JIBE€ KMCJIOTHBIE I'PYIIITHI.

IMToxazano, yto npucyrcteue JPI B cocTaBe uc-
KYCCTBEHHBIX JIMIIOCOM MPUBOIUT K 8-KpaTHOMY
YBEJIMUECHUIO BKITIOUEHMSI 6eJIKa pUOOHYKIIea3hbl B 3TU
JIMTIOCOMBI 110 CPaBHEHUIO ¢ aHAJIOTMYHBIMU JIUTIO-
comamu ¢ ®X [100]. DTo yBennmueHre 00YCIOBIECHO,
OYEBUIHO, TEM, UTO pMOOHYKJIea3a, MOJ00OHO APYTUM
PACTBOPUMBIM, TTOJIOXHUTEIBHO 3apsi>KeHHBIM OeIKaM
(anoumroxpomy C u ap.), B3aUMOACHCTBYET C KMCJIbI-
mu DJI B Gombliieil cTeleHu, YeM ¢ HEUTpaJTbHBIMMU.
IMToka3aHo Ttaxxke, uro J®I" BBI3BIBaET CTPYKTYpPHBIE
W3MEHEHUS B OMoMeMOpaHax, yBeJIMIMBAET TEKYIECTh
GUCIIOS U ero MPOITYCKHYI0 criocoOHocTh. [Ipucyt-
crBue J DI B 6uciioe MeMOpaH NpUBOAUT K 0Opa3oBa-
HUIO B HEM 3aMKHYTBIX CO BCEX CTOPOH 4-CJIOMHBIX
Y4aCTKOB, aHAJOTUYHBIX MUTOXOHAPUAIBLHLIM KOH-
TaKTHBIM IJIOIIaAKaM. DTU HeJlaMeJUISIpHBIe 00pa30-
BaHUSI UTPAIOT, BEPOSITHO, KIIOYEBYIO POJIb B CTPYK-
Type 1 QYHKIUSIX MeMOpaH [23].

Bce monyyeHHBIE 3KCIEpUMEHTANIbHbIE JAHHBIC
CBUIETEJILCTBYIOT O BaxKHOI PO (DPU3UIECKOTO CO-
CTOSTHUSI OMOJIOTMYECKMX MEMOpaH, ONpeaeisieMOTo
cTeneHblo HeHachleHHocT KK nunmmmoB 3Thx
MeMOpaH. O4eBUIHO, UTO U3MEHEHMUS B (PU3NUYECCKUX
CBOICTBaX MEMOpPaH CBSI3aHbI C UBMEHEHHUEM COCTaBa
u ctpoenud I1J1, coctaBnsgomux 3TM Mem6opaHbl. C
JIIPYTO CTOPOHBI, 3TU U3MEHEHUSI UTPAIOT BAXKHYIO
POJIb B PETYJISILIAM CTPECCOBBIX OTBETOB Y PA3JIMYHBIX
pPACTUTENILHBIX OPraHM3MOB. MeMOpaHbl pacTUTEIb-
HBIX KJIETOK MOTYT OBITb TIEPBUYHBIM CEHCOPOM U3-
MEHEHMI IMapaMeTpOB BHEIIHEN cpedbl. DTU U3Me-
HEHUS BOCOPUHUMAIOTCSI C TTOMOIIBI0 MEMOPaHHBIX
CEHCOPHBIX OEJIKOB, KOTOPbIE MEPEHOCAT CUTHAJ OT
BHEIIIHETO pa3ApakuTelisi BHYTPb KIIETKU, 3amycKast
peryJISTOpHBIE IIPOLECChI, CBSI3aHHBIE C Tlepenadeii
CUTHAJIa M 3KCIIpecCcueil oIpeaesIeHHBIX TPYMIl re-
HOB, HEOOXOIOMMBIX JIJISI IIPUCITIOCOOJIEHUSI OpraHu3-
Ma K HOBBIM ycJIOBUSIM. MI3MeHeHMe cocTaBa U CTpO-
enus I1JI Takke MOZKeT HANTPSIMYIO BJIUSITh Ha aKTUB-
HOCTb MEMOpaHHOCBSI3aHHBLIX (DEPMEHTOB, TaKUX,
KaK IepeHOCUYMKM MOJIEKYJ, MOHHbIC KaHallbl, pe-
LIETITOPHBIC TIPOTEMHKUHA3bI, & TaKXKe W Ha JIpyrue
CEHCOpHBIE OEIKM.

SAKJIIOYEHUE

Mrak, coriiacoBaHHoe (DyHKIIMOHUPOBAHUE MEM-
OpaHHBIX cucteM — Oucios I1JI, peuentopos, dep-
MEHTOB, TPAHCHOPTHBIX MEXaHU3MOB [IOMOTAET MOJI-
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O KAYECTBEHHOM COCTABE JIUITMI0OB MEMEBPAH PACTUTEJIbHBIX KIIETOK

JIepXXUBaTh T'OMEOCTa3 KJIETKA M, B TO K€ BpeM:,
OBICTPO pearvpoBaTh Ha M3MEHEHMUs BHEIIHEN cpe-
Ibl. [IpuBeneHHbBIE JaHHBIC ITOKA3bIBAIOT, HACKOJIBKO
MOXET OBITb Pa3HOOOpa3eH KayeCTBEHHBIM COCTaB
I1JI 6ucnost MemOpaH. Kpome Toro, oTnenbHbIC Ki1ac-
col I1JI, momuMmo psima o6bryHBIX KK n 2KKOLI,
oOoraieHbl OKCUKHCIOTAMU WJIN COAepKaT BBICIIINE
aMMHOCIUPTHI. B HacTosllee BpeMs pojb MHOTUX
MUHOPHBIX KOMITOHEHTOB MeMOpaH elle Majio U3y-
YeHa 10 OTHOILIEHUIO YJaCTUS MX KaK B ITIOCTPOSHUU
Oucosl, TaK 1 B LIEJIOM psife (pU3NOJIOTUUECKUX TIPO-
HeccoB B KjieTKe. Tak Ha3bIBaeMblil “BBIYUCIUTEIIb-
HBIII MHKPOCKOII” — MOAEIUPOBAaHUE MOJIEKYJISIP-
Hoit nuHaMuKu T1JI — mocy:kuT, BEpOsITHO, BaXKHBIM
MHCTPYMEHTOM [JIsI U3Y4YeHUsSI MX BO3ACUCTBUSI Ha
CTPYKTYpY M PYHKIINH OEIIKOB OMoMeMOpaH.

Ecnu Haubosee pacnpocTpaHEHHBIE B KOJIWYe-
CTBEHHOM OTHOIIEHUU MOJISIpHbIE TUNUAL — PX u
®dD, no-BUIUMMOMY, COCTABJISIOT OCHOBY OMOMEM-
OpaH (MaTpUlLy), TO PsiA KJIACCOB JIMITUIOB, OTHOCS -
muxcs oo K 3apsokeHHBIM (JIDPI, ®I'), 1100 K BbI-
cokonoJigpHbIM (PIJ]), m160 cCoBMEIIAIOMINM 3TH IBa
cBoiictBa (PU, ®C u CXAI') coenyHEeHUSIM, HECO-
MHEHHO, BXOMISIT B COCTaB JIMTIMIHbBIX TUIOTOB, U3yYeHE
KOTOPBIX HaxXOAUTCH ellle B caMoM Hauase. M3BecTHbIe
HECKOJIbKO paHee aHHYJISIpHbIC JIMITUIbI, COMYTCTBYIO-
mue depMeHTaM, 0a3MpylolMcs B OMoMeMOpaHax,
0 CBOEMY KauyeCTBEHHOMY COCTaBY MNPaKTUYECKU
COBITAAIOT C JIMITUAAMU TUIOTOB. DTH KJIACChI JIUTIH -
JIOB, KaK IMpaBUJI0, ObIBAIOT O0OrallleHbl HACBIIIEH-
aeiMu KK m, B miepByio odepenpb, MaJbMATIUHOBOMN
KMCJIOTOM.

Haim nanHbIe CBUIETENBLCTBYIOT O TOM, UTO PEry-
JIIPHYIO CTPYKTYpy MeMOpaH, HEOOXOOWMYIO IJIsI
MoAIePKaHUS XKU3HEACATETbHOCTA KJIETOK, MOXHO
CO37aTh JUIIb B TOM ClIy4yae, €CJId HACBIIIEHHOCTh
alWJIbHBIX KOMIIOHEHTOB JIMTIUAOB 3TUX MEMOpaH He
OyIeT HIKe OoIpelieICcHHOro ypoBHS. B 3aBucuMmocTu
OT TeHO- U (peHOTUNA PaCTEeHUSI, a TaKXKe OT Kaue-
CTBEHHOTO COCTaBa KJIACCOB JIMIIMAOB 3TOT YPOBEHbB
MOXKET OBITh Pa3JIMYHBIM.

Hacrosmas craTths He COIEPKUT KaKMX-JIN00 MC-
CJeIOBaHUM C yYaCTHUEM JIIOJIEU U XKMBOTHBIX B Kaue-
CTBE OOBEKTOB. ABTOP 3asIBJISIET 00 OTCYTCTBUU KOH-
¢GJIMKTa UHTEPECOB.

Pabora BeITIOTHEHA TIpU MoAepkKe MuUHUCTEp-
CTBa HayKu U BbIciiero obpaszoBaHusi Poccuiickoii
Ddenepanuu (Ipoext Ne 0106-2019-0008).
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