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CraTps HOCBAIIeHa 0030py JIUTEPATYPHI 110 BOIIPOCAM CTPYKTYPHO-(QYHKIIMOHAIIBHOM OpraHU3aIiH IIa3-
MOJIEMMBI SPUTPOIIUTOB U €€ IIEPECTPOEK B PA3IMYHbIE TEPHO/BI JKU3HY KJIETOK. B OTCYyTCTBHM A/ipa U OpraHesul
IJIa3MOJIEMMa ABJISAETCA €MHCTBEHHBIM CTPYKTYPHBIM 3JIEMEHTOM 3PUTPOINTOB, BOBJIEYEHHBIM BO BCE IIPOIIEC-
CBI UX )KU3HeZeATeIbHOCTH. I1/1a3Mo1eMMa oiiepKUBaeT AUCKOBUAHYIO (DOPMY SPUTPOLUTA, 00eCIIEYHBAET €T0
CTII0COOHOCTH K 00paTHMOH AiehopManuy, COXpaHAeT BHYTPUKIETOYHBIN TOMEOCTas3, yIacTByeT B TPAHCIIOPTE Ta-
30B U HHEPreTUYeCKOM OOMeHe, a TaKKe IIEPEHOCUT Ha CBOEH ITOBEPXHOCTH TOPMOHBI, PepMEHTHI, aHTUTENIA, Me-
JIUKaMeHTBl U JpyTHe BelecTBa. I10aM(GYHKIIMOHAIBHOCTD IIA3MOJIEMMBI OOeCIIeunBaeTcss OCOOEHHOCTMU ee
JINIUTHOTO, GEJIKOBOrO M YTJIEBOHOTO COCTAaBA, a TAKXKE HAINYHMEM YHHKAIBHOTO ITUTOCKeJeTa, Mopdosiormye-
CKH CBA3aHHOTO C 3PUTPOLUTAPHON MeMOpaHOM. [1y1a3MosieMMa IIperepIieBaeT 3HaYUTEIbHbIE H3MEeHEHH: B Te-
YeHUe KU3HU SPUTPOIUTOB, 3 UMEHHO, IIPH CO3PEBAHNN PETHUKYJIOIUTOB, B IIponecce GyHKIIMOHUPOBAHNUS, CTa-
peHusa 1 rubesu KIeTOK. BuoxuMmdeckre IepecTpOHKHY IJ1a3MOJIEMMBI CIIY?KaT TPUITEPAMHU TAKUX COOBITHH Kak
BE3UKYJIANUA MeMOPaHBI, SPUITO3, SIIMMUHAIIA CEHUIBHBIX 3PUTPONUTOB Makpodaramu. Bo3pacTHele n3MeHe-
HUA IUIA3MOJIEMMBI SPUTPOIIUTA HOCAT aJJAIITHBHBIN XapaKTep M HaIpaBJIeHbl Ha MIOJ/Iep’KaHNe KJIETOYHOTO Io-
MeocTasa U (GYHKIMOHAJIBHONH aKTHBHOCTH STHX (POPMEHHBIX 3JIEMEHTOB HA NPOTIKEHHH YeTBIPEXMECTIHOTO
IpeOBIBAHNA B KDOBOTOKE.

Kaouesvle caoea: spumpoyumsi, NAA3MOAEMMA, UYUMOCKeaem, PemuKyaoyumbl,
MeMOPaHbL, I3PUNMO3, IAUMUHAYUS CEHUABHBIX IPUMPOYUINOS.
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Erythrocyte Plasmalemma and Its Changes During the Cell Lifespan
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The article reviews literature on the organization of the erythrocyte plasmalemma and its rearrangements
at different periods of the cell lifespan. In the absence of a nucleus and organelles, the plasmalemma is the only
structural element of erythrocytes involved in all processes of their vital activity. The plasmalemma supports the
disk-like shape of the erythrocyte, provides its ability to reversible deformation, maintains intracellular homeosta-
sis, participates in gas transport and energy metabolism, also transfers hormones, enzymes, antibodies, medicines
and other substances on its surface. The polyfunctionality of the plasmalemma is provided by the peculiarities of
its lipid, protein, and carbohydrate composition, as well as by the presence of a unique cytoskeleton, morphologi-
cally associated with the erythrocyte membrane. The plasmalemma has the substantial modifications during the
erythrocyte lifespan, namely, in maturation of reticulocytes, in the processes of functioning, aging, and cell death.
Biochemical rearrangements of the plasmalemma serve as triggers for events such as membrane vesiculation,
eryptosis, and elimination of senescent erythrocytes by macrophages. Age-related changes in the erythrocyte
plasmalemma are adoptive in nature and aimed at maintaining cellular homeostasis and functional activity of
these formed elements during a four-month stay in the bloodstream.

Key words: erythrocytes, plasmalemma, cytoskeleton, reticulocytes, membrane vesiculation, eryptosis,
senescent erythrocyte elimination.
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OPpUTPOLUTHL — IOCTKJIETOUHBbIe (POPMEH-
Hble 3JIEMEHTHl KpOBY, (DYHKIMOHUPYIOUIHE B
KPOBOTOKe 120 AHeH. YHUKaJIBbHOCTD CTOJIb JIJIM-
TeJIbHOTO CYyIIeCTBOBAHUA 3aKJII0UaeTCd B TOM,
4TO NOJ/iep:KaHue >KU3HeZeATeJIbHOCTH 3PUTPO-
OUTOB obecredrBaeTcsi MCKJIIOYUTEIBHO UX
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HBIM KOMIIOHEHTOM 35THUX BBICOKO AuddepeHIu-
poBaHHBIX KyeToK. [Ia3mosiemma obecnieunBaer
SPUTPOLIUTAM COXpaHEHHe HX IeJIOCTHOCTH U
JUCKOBUAHOU (OPMBI, a TaKXKe BO3MOKHOCTh
obparumoii nmedopMani TPH MPOXOXKIEHUU
4yepes y3Kue KalWIAPbl U IOpPbl BEHO3HBIX CH-
HYCOB CeJIE3eHKU. DpUTpOUMTapHas MeMOpaHa
CJIy’KUT 0apbepoM IIPOHHUIJAEMOCTH C BBICOKOM
CTeINeHbI0 N30UPATETHHOCTH, TIO//IEPKUBAIOIIIIM
BHYTPUKJIETOUHBIN rOMeocTa3 U 00'beM 3PUTPO-
nuTa. IlnazmosneMMa ABAeTCA KIIOYEBOU CTPYK-
Typo#l ra3000MeHa, CIIOCOOCTBYS BBIITOJTHEHUIO
BarKHeUIIen byuxnmn 3PUTPOLIUTOB -
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Tpa"cnopty O: u CO,. CTpyKTypHBIE U QYHKIHO-
HaJIBHBIE CBA3U SPUTPOLMTAPHOM MeMOpAaHBI C
IVIMKOJIUTHYEeCKUMU (depMeHTaMH JlesIaloT  ee
AKTUBHBIM YYaCTHUKOM DHEpPreTHYEeCcKoro obme-
Ha. bilaroziapsa MHOXKECTBY pelLleITOPOB Ha CBOel
NIOBEPXHOCTH, IJIa3MOJIEMMa 3PUTPOILUTOB y4a-
CTBYeT B IlepEHOCe Pa3JIMYHBIX BeIleCTB, TAKUX
KaK TOPMOHBI, (pepMEeHThI, pPeryJIATOpHbIe IIell-
TUJIBI, HYKJIEOTU/IbI, JIEKAPCTBEHHBIE ITperapaTel
[1, 8,10, 13, 39].

CrpoeHue IJ1a3M0JI1€MMbI 9PUTPOLNITOB

MembpaHHbLil c10U NAA3MONeMMbl

MeMOpaHHBIH €JIOU IJIA3MOJIEMMBI 3PUT-
POITUTOB COAEPIKUT MPUOTU3UTETHLHO OJUHAKO-
BOE M0 Macce KOJIMYECTBO JIUIUA0B U OekoB [1].
H3meHeHUs STOTO COOTHOIIEHUS PETHUCTPUPOBA-
JIUCh y JIIOAEH C Pa3IMYHBIMU IATOJIOTHUAMU
(maHKpeaTUTOM, SHAOMETPUTOM, AIEHOMHO30M,
UIlIeMUueN TeYeHU, MPOCTATUTOM, JHUCIUPKYJIs-
TOPHOM 5HIedATIONAaTHEN U AP.) U COIPOBOKAA-
JIACH HapyIIeHUSIMHU CTPYKTYPHO-
(PYHKITMOHAJIBHBIX CBOWCTB MeMOpPaHBI 3PUTPO-
IIUTOB U CHUIKEHHEM UX CIIOCOOHOCTH K Aedop-
manuu [3, 4, 5, 6, 71.

Jlunudnolil cocmas memopamsl

Jlunuasl  SpUTPOIUTAPHON  MeMOpaHbI
npescraBiaeHsl poconmmunamu (bocdaTuani-
XOJIMHOM, docdaTuauisTaHoIaMuHoM, (oceda-
TUIUJICEPUHOM), TJIUKOJIUIUAAMU (TJIMKO3UIIIE-
pPaMHIOM, TIAKTO3WIIEPAMUAOM), CHUHTOJIH-
muaamMu (CPUHTOMUETHMHOM) U CTEPOUAAaMHU (XO-
JiecTepuHOM). XOJIECTEPUH COCTaBJISIET 20—40%
OT Beca BcexX JIMIUJIOB MeMOpaHsl [23, 34]. OH
peryJINpyeT yIaKOBKY JIUIUTHBIX MOJIEKYJI, IO-
BBIIIIAET YIIPYTOCTh U MEXaHMYECKYI0 IIPOYHOCTh
OUMCII0s, KOHTPOJIUPYET aKTUBHOCTh MeMOpaHoC-
BSI3aHHBIX (pepMeHTOB. XOJIECTEPUH OTBEYAET 3a
TEeKy4ecTb MeMOpaHbI, KOTOpas SIBJISIETCS BaK-
HBIM (pakTOpoM 06parumMoli medopManyuy SPUT-
POITUTOB, a TakKe obecreunBaeT OBICTPYIO JIUK-
BUAAIMIO JedeKTa IIa3MoJieMMbl TIPH ee II0-
BpexxsieHnn. HapyleHusi COOTHOINEHUS XOJie-
crepul/dochoaunuapl B MeMOpaHe 3PUTPOIH-
TOB, B HOPMeE COCTaBJIAIOIIee 1.28, IPUBOAAT K
MOSBJIEHUIO TMOUKUJIOIUTO3HBIX (POPM KIIETOK C
YKOPOUYEHHOH IPOJIOJDKUTETBFHOCTRIO KU3HU [1,
23, 34, 51].

CormIacHO KOHIIENITUA MeMOpPaHHBIX ILIO-
TOB, JIUITUAHBIA OUCIION COMIEPKUT YJIacTKu 6o-
Jiee KOMITAKTHO VIIAKOBAHHBIX MOJIEKYJI, HAa3bI-
BaeMble IUIoTaMH win padramu. B mx cocrase
OIIPENEJISIIOTCS.  IIPEUMYIIECTBEHHO CUHTOJIH-
MIU/IBI ¥ 3HAUUTEJIPHOE KOJTMYECTBO XOJIECTEPUHA,
a Takke crenududeckue 6eaKu QIOTUIIUHBL U
CTOMAaTHH, CBSI3aHHBbIE ¢ MeMOpPAaHHBIMH peIler-
Topamu. PadTel UMEIOT pa3zmMep 10—20 HM, MOTYT
cauBaThess B Oosiee kpymnHble (6osiee 100 HM)

mwiatdopmsel [51]. DT o6pas3oBaHUsA, CBOOOTHO
IUIaBaoIye B OWcIoe, paccMaTpUBAIOT Kak
(pyHKUIMOHAJIIbHBIE KJIACTEPHI, OTBEYaAOIINe 3a
PETYJISIIUI0 CUTHAJIBHBIX ITyTel, MPOHUIIAEMOCTb
MOHHBIX KaHAJIOB, KJIETOUHYIO aJ[T€3UI0, B3auMO-
JleficTBHE MeMOpaHBI C IUTOCKEJIETOM, BE3UKY-
JISIIMIO TIJIa3MOJIEMMEI, 1e(POPMUPYEMOCTb SPUT-
poruToB [21, 23, 38, 51].

Pacnosnoxxenne snunumoB B MeMOpaHe
SPUTPOIUTOB XapaKTepU3yeTCsl aCHUMMeETpPHEH.
AmuHodochomunuabl, Takue Kak docaTtugui-
cepuH U dpochaTuANISTAHOIAMUH, JOKAIU30Ba-
HBI IPEUMYIIIECTBEHHO BO BHYTPEHHEM MOHOCJIOE
MeMOpaHBI, TOT/Ia KaK XOJUHOGMOCHOTUITHABI
(bochatupmixonvs, cHUHTOMUETINH) PACIIOIO-
JKeHbl B ee Hapy)KHOM MOHOcJIOe. XOJeCTepUuH
PaBHOMEPHO pacIpefiesieH MeXXy ABYMs CJI0SIMU
[13, 23, 37]. Ilomnmep:xaHwe acUMMETPUYHOTO
PACIIOJIOKEHUA JINMIUZOB B OHCIIOE KOHTPOJIUPY-
erca ¢epmentamu (dmnmaszoi, Qonmnasow,
cKkpam0J1a301i), OTBETCTBEHHBIMU 3a IepeMelre-
HUE JINIIHUJIOB U3 OAHOTO ¢jIosl B Apyrou. dui-
1a3a NepPeHOCUT JIMIIHU/BI U3 HaPY?KHOTO CJIOS BO
BHYTpPeHHUH, ¢Jionaza — U3 BHYTPEHHETO BO
BHEIIHUN CJIOM TPOTUB SJIEKTPOXUMHYECKOTO
rpaguenTta. Ckpambsaza crocobHa IepeMeIarb
JIUIUABI B 000MX HAIIPaBJIEHUAX, HO B (DUBHOJIO-
THYECKUX YCJIOBUAX He QYHKIIMOHUPYET. AKTHUB-
HOCTH 3TUX (PepPMEHTOB MOAUGPUITUPYETCS MOHA-
mu Ca2+. PeryssaropamMu BHYTPUMEMODPaHHOTO
JIBVDKEHUS JIUIHJIOB SIBJISTIOTCSI TaKKe IIepaMu-
ZIbl, oOpasylomuyecs B pe3yJIbTaTe OT[EeJIeHUA OT
chuHroMrenuHoB pepMeHTOM KHUCJIONH chUHTO-
MHEJTNHA30H. ACUMMETPUA JIUMUIHOTO OUCIIOS
SIBJISIETCST HEOOXOAUMBIM YCJIOBUEM TMOJepKa-
HUs MeXaHUYeCKHX CBOUCTB MeMOpaHbl, (GOPMBI
SPUTPOIUTOB, a TAKXKE HMX CIOCOOHOCTH K Jie-
dopmaruu [1, 15, 23, 32, 36, 48]. Hapymenue
aCUMMETPUH 3PUTPOIUTAPHON MeMOpaHbI IMPO-
sIBJIIeTCA IIpeXkze Bcero nepemernernreM ¢ocda-
TUIWJICEPUHA W3 BHYTPEHHErO0 MOHOCJIOS B Ha-
PY?KHBIH JIMITUTHBIA CJIOH. DTO COOBITHE SABJIAET-
¢, Jalre BCEro, CJeACTBHEM IIOBBIIIEHUS BHYT-
PUKJIETOYHON KOHIIeHTpanuu uoHoB Ca2+, mpu-
BOZAIIEHA K aKTHBAIUUA CKpamMOJIa3bl U OHOBpE-
MeHHOW WHaKTuBanuu ¢uunmnassl [1, 15, 16], a
TaK)Ke BO3MOXKHO IIPU aKTHUBAIUU CPUHTOMIUE-
JITHA3bl ¥ BO3PACTAaHUU YPOBHSA IepaMujioB [36,
48]. Oxcmosurusa docharuanacepruHa Ha Ha-
PY?KHOH TIOBEPXHOCTH ILJIa3MOJIEMMBI SIBJISETCS
TPUITEPOM TAaKUX COOBITMH KaK AarrJTIOTHHAIUS
SPUTPOIUTOB, UX aATe3UsI K SH/IOTEJIUIO COCY/IOB,
rubesb CTaphIX SPUTPOIUTOB, SPUIITO3, a PACIIO-
3HAaBaHHWeE 3TOW MOJIEKYJIbI Makpodaramu pabo-
TaeT KaK CUTHAJ K 3JIMMUHAIIUU MATOJIOTHYECKH
U3MeHEHHBIX KJIeTOK. CyIlecTBeHHbIE HapyIIe-
HUsA ACHUMMETPUYHOU JIOKUIM3AIUU JIUMIHUTHBIX
MOJIEKYJI BEYT K MOSIBJIEHUIO TIOMKUJIOIUTO3HBIX
¢opMm, a moBbIIIIEHNE YPOBHSA 3KcIpeccun ¢Goc-
darumuceprHa Ha MeMOpaHe MOPQOIOTHYECKH
QHOMAQJIBHBIX KJIETOK sABJIAeTCs (HaKTOpPOM CO-
KpareHus: TPOAOJDKUTEIBHOCTH X JKU3HU [13,

52].
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Beaxkoeblil cocmag memopamst

Benky 1m1azMosieMMBbl SPUTPOIUTOB MHO-
TOYMCJIEHHBI ¥ Pa3HOOODPA3HBI: U3BECTHO OKOJIO
20 OCHOBHBIX U 6osiee 800 MHHODHBIX OEJIKOB
[10, 42], TpaHCMEeMOPAHHBIX U ITEpUDEPUIECKUX,
OOJIBIIIYI0 YACTh U3 KOTOPBIX COCTABJIAIOT OEJIKU
CcTpyKTypHBbIe. [IpoTenHbl 06ecneunBalOT €IuH-
CTBO MeMOpaHbI ¥ IIUTOCKEJIETA 32 CUET CO3/IaHUA
MaKpOMOJIEKYJIIPHBIX KOMIUIEKCOB. B TOXKe Bpe-
M, BCe MHTETPAJIbHBIE OEJIKU SBJISAIOTCS TPaHC-
MIOPTHBIMHU KaHAJIaMU U BOBJIEUEHBI B OOMEH Be-
IECTB MEXKAY IUIa3MOM W BHYTPEHHUM COJIEp-
JKMMBIM 3PUTPOITUTA. [10, 42].

[71aBHBIM MHTErPaJIbHBIM OEJTKOM 3PUTPO-
IUTAaPHOU MeMOpaHbI ABJIAETCA OEJIOK MOJIOCHI 3
(Band 3, SLC4A1, AE1). OH cocraBisfeT oT 25%
[42] mo 50% [14] macchl Bcex 6esIKOB MeMOpaHbI
SPUTPOIUTA U IPE/CTaBIAET cODOH TpaHCMeM-
OpaHHBIN TJIMKOIPOTENH, HOJUIENTHIHAS TIEIb
KOTOPOTO 14 pa3 IepeceKaeT JINITUAHBIH OUCION.
B ka)kmol KJIeTKe HaCYUTBHIBAETCS 1.2 MUJITMOHA
KoUK sToro Oenka [42, 50]. Monekyna Geska
TIOJIOCHI 3 MIMeEET J[Ba IOMEHa, OJJUH U3 KOTOPBIX,
C-mmomeH, SBJISIETCS WHTETPAJILHBIM CTPYKTYP-
HBIM MeMOpaHHBIM OEJKOM U OJHOBPEMEHHO
(pyHKIIMOHUpYET KaK aHUOHHBIM KaHaJl, BOBJIe-
vyeHHbId B 0o6MeH Cl- m HCO;~. OOmeH 3THX
QHUOHOB UTPAET BAXKHEUIIIYI0 poJib B (PHU3UOJIO-
THUU SPUTPOIIUTOB, & UMEHHO B OOMeHe U TpaHC-
IopTe raszos, npexze Bcero CO2. C-gomeH acco-
nuupoBaH ¢ ¢epMeHTOM KapboaHruapasoi 11,
KOTOPBIA B TepudepUUeCcKNX TKAHIX U3 TOCTY-
narotiero B kietky CO2 u Boabl 06pa3yeT MOHBI
H+ u HCO5~. BukapboHaThl BBIAESAIOTCA Yepes
AQHUOHHBIM KaHaJ B IUIA3My U, IOCKOJIBKY OHU
6os1ee pacTBOpUMEI B Bojie, ueM CO2, BO3MOKHO-
CTHU KPOBHU TPAHCIIOPTHPOBATH YIJIEKUC/IBIM Ta3
3HAYUTEIFHO BO3PACTalOT. BrIcOKas KOHIlEHTpa-
nua H+ u suskag pH nuromiasmel 6aronpusdr-
cTByIOT otaesneHu0 O, OoT remMorjiobuHa u obpa-
30BaHUIO Kapbremorsiobuna. Ilognep:xanuio pH
criocobeTByeT HepaBHOIeHHBIH o6MeH HCO5- Ha
Cl- yepe3 annoHHBIN KaHaI. U, HaKOHe, yaae-
Hue HCO3~ cTuMysupyer u moaiep:kuBaeT pabo-
Ty pepmeHTa Kapboanruapassr I1. B kanuiapax
JIETKUX TIPOUCXOJIAT ITPOTUBOIIOJIOKHBIE ITPOIIec-
cel [14, 49, 50].

Bropoit goMeH TpoTeMHa  IOJIOCHI 3,
N-ngomeH, sBisercs nepudepuuecKuM OeIKoM
MeMOpaHbl U KJIIOUEBBIM KOMIIOHEHTOM MaKpo-
MOJIEKYJIIPHBIX KOMILUIEKCOB, MPUKPEIUIIONUX
IIUTOCKEJIET SPUTPOIIUTA K ero MeMOpaHe [10, 11,
42, 49], a TaKKe CIYKUT IJIs1 CBA3BIBAHUSA TJIH-
KOJINTHYECKUX (D epMEHTOB U reMorJIo0nHa.

[mukonutnueckue (epMeHTHI 00pa3yroT
(pyHKITMOHAIBHBIA MeTa0OJMUYEeCKUH KOMILIEKC,
Ha3bIBaEMbI MeTab0JIOHOM, B KOTOpoM 3 dep-
meHTa (dochodpyKkToKmHA3ZA, aTbA0JIa3a U [JIH-
nepaypaerua-3-docdaraerniporeHasa)  Hemo-
CPEZCTBEHHO coenuHAITCA ¢ N-joMeHOM Oeska
TIOJIOCHI 3, TOTZA KaK OCTaJIbHble 3H3UMBI He
UMEIT C HUM IPSAMBIX KOHTaKTOB. ®epMeHTHI
MeTab0JI0HA aKTUBUPYIOTCSA IIPH UX GHochOpUIIH-
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POBaHHUM WJIN OKCUTEMOTJIOOMHOM [26, 35, 42,
49].

Hosss MeMOpaHOCBA3aHHOTO TeMOTJIOOMHA
cocTaBisgeT oT 0.5 mo 12% [35]. Ero yuacrue B
JSHEPreTUYecKoM oOMeHe He OrpaHUYHBAETCS
CTUMYJIAIEH SH3UMOB, U3BECTHO, YTO T€MOTJIO-
OWH HampaB/sAeT pPeaklnuu Karabosn3Ma C IeH-
To3HO(PochaTHOrO MyTH Ha IVIMKOJIU3. Perysu-
pylolllee BJIMSIHHE T€MOIVIOOMHA pacIpOCTpaHs-
eTCs W Ha CBSA3AHHBIA C HUM O€JIOK IIOJIOCHI 3,
paboTy KOTOPOrO KaK aHHMOHHOTO TPAHCIIOPTepa
OH crioco0eH MoaupuUIUpPoBaTh. B cBoI0 ouepens,
0€eJIOK TIOJIOCHI 3 CTHUMYJIUPYET OKCUTEHAITUIO Te-
MorsiobuHa. I'eMOryIOOMH KOHTPOJIMPYeT TpaHC-
opt razos (0., CO., NO) uepe3 MmeMOpaHy 3puT-
poruToB. CBsI3p reMOTJIOOMHA ¢ OEIKOM II0JIO-
Chbl 3 UrpaeT KJIYEBYI0 POJIb B AHTUTEHHOH
TpaHchOpMAaIUK 3TOTO MPOTENHA IIPU CTApEHUU
SPUTPOIUTOB U UX yAaJeHUU U3 KPOBOTOKA [8,
29, 35].

Jpyrum BayKHEHIITUM ITPOTENHOM ILIa3MO-
JIEMMBI SIBJISIETCSA TJIUKO(POPUH — TpPaHCMEM-
OpaHHBIN 6€JI0K, OOHAPY>KEHHBIH TOJIBKO B SPUT-
POITUTAX U COCTABJIAIOIINI 2% OT MacChl BCEX €TO
MeMOpaHHBIX OenkoB [11, 42]. Paznamyaior He-
CKOJIBKO Pa3HOBUHOCTeN TIIUKO(GOpUHOB (A, B,
C, D), cpenu xortopsix rukodopunel C u D
MPOYHO CBS3aHBI C IIUTOCKEJIETOM, a TJIMKOGO-
puHBI A 1 B cBA3aHbI cabee, UTO MO3BOJIAET UM
BBICBOOOXKIAThCA U3 MeMOpansI [11]. I'uapodob-
HBIA YJaCTOK MOJIEKYJIbI TVIMKO(MOPHUHA ITPOHHU-
3pIBA€T JIMMUAHBIH Oucyoi. T[mapoduibHBIN
C-KOHIIEBOH YYACTOK HOTPY?KEH B IUTOIUIA3MY U
BXOAUT B COCTaB (PUKCHUPYIOIIHUX ITUTOCKEJIET
koMIIekcoB. I'mapoduibHblil N-KOHIIEBOH y4a-
CTOK, COCTABJISIIOIIUI OOJIBIIYI0 YacTh MOJIEKY-
JIBI, BBICTYIIaeT HAa HAPY)XHOH IIOBEPXHOCTH
IUIa3MOJIEMMBI U CJIYKUT JJISI TPUCOEAUHEHUS
OJIMTOcaxapuzHbIX Lened, GopMUpPYIOMIUX IVIU-
KOKAaJIUKC 3puUTponuTa [1, 42].

CrpykTypHBIe (GYHKIIUH BBITIOJTHIET TAK)Ke
WHTErpajIbHbIA OeJIOK TPaHCHOPTEP TJIIOKO3BI
(GLUT1), mocrymieHne KOTOPOH B KJIETKY IIPO-
HUCXOMUT myTeM oOJyierdeHHON nuddy3un u He
3aBHUCUT OT WHCyauHa [8, 31]. [1ioko3a sIBisieTcs
OCHOBHBIM DJHEPTETUYECKUM MATEPUAJIOM SPUT-
POITUTOB U HMCIIOJIb3YETCs Kak cyOcTpar aHaspoo-
HOro maukoau3a. O6pa3oBaBIIMECH MOJIEKYJIBI
AT® MOTyT HaXOAUTCA B LIUTO30JIE, a TAKKE OBITHh
CBA3AaHHBIMHU C ILIa3MOJIEMMOU. YacTh IJTIOKO3BI
(~10%) mnorpebiserca  meHTO30(h0ChATHHIM
IIYHTOM, KOHEYHBIM IPOJIYKTOM KOTOPOTO SIBJIsI-
eTcd HUKOTUHAMUAAJEeHUHANHYKIeoTuAdocdar
(HAI®). Oxucnenue HAJI® crmocoberByer Boc-
CTAQHOBJIEHUIO TJIyTAaTHOHA, BaXKHEHIIIEro 3Je-
MeHTa aHTHOKCHJIAHTHOH CHCTEMBI SPUTPOITUTOB
[8]. BszaumopeilicTBue peakIUi TJIUKOJU3A U
neHrozodocdaTHOTO IyTH  KOHTPOJIUPYeETCs
MeMOpaHHOCBSI3aHHBIM TeMOIJIOOHOM [35].

B cocraBe mIazMosieMMbl 3PUTPOLUATA
OIIMCAHO MHOKECTBO JIPYTUX CTPYKTYPHBIX GeJI-
KOB (aHKHPUH, IPOTEVH 4.1 U 4.2, CTOMaTHH, Oe-
JI0OK P55, Rh-dakrop u fp.), mpeuMyIecTBEHHO
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BOBJIEUEHHBIX B (DOPMUPOBAHHE MAaKPOMOJIEKY-
JIIPHBIX KOMILUIEKCOB U OJHOBPEMEHHO (QYHK-
IMOHUPYIOMNX KaK MOHHBIE KAaHAIHBI [24, 42], a
TaK)Ke IPOTEUHOB, BBIMOJTHSAIONINX WCKIIOYH-
TeJILHO TpaHCIOPTHRIE GYHKIMH [8, 9, 10, 31, 32,
33, 39]. Cpenu nocneqHux, MeMOpaHHbIe OeJKH,
TIO/I/TeP>KUBAIOIIIE YHUKAIbHBIA NOHHBIA TOMEO-
CTa3 B NUTOILIa3Me 3PUTPOIUTA, HEOOXOUMBIH
JUIs COXpaHeHHs o0beMa KJIEeTKU, ee (POpMBI U
criocobHocT K Jnedopmaruu. [lokasaHo dro,
KOHIIEHTpAaITUsI K+ B SPUTPOIUTAX
(~140 MD>KB/[JI) 3HAYUTENBHO BBIIIE, YEM B
mwiasMme (~4—5 MJKB/JUUI), a KOHIleHTparuu Nat
(~10 M3KB//IJI) TO CpPaBHEHHWIO C ILIa3MOU
(~140 MpKB/AJ) CylIecTBEHHO HUKe [24]. DTOT
rpafiieHT KOHIIeHTparuu obecreunBaercs ATO-
3aBUCUMBIM MOHHBIM HacocoM (PIEZO1), TpaHc-
MOPTUPYIOIUM HOHBI Na* u3 kieTku. Myranuu
reHa 6enka PIEZO1 ABIAIOTCA IPUYMHON pa3BU-
THS BPOXKJIEHHOTO JIETUAPATUPYIOIIETO CTOMATO-
IIMTO3a ¢ TeMOJIUTHYECKOH aHnemMueii [9, 30, 24].
Konnearpanua Ca2* B quTOIIa3Me 3PUT-
poruTa MOAAEP:KUBAeTCs Ha HU3KOM YPOBHE
AT®-3aBucumbeiM TpaHcroprepom PMCA, axk-
THUBHO BHIKAUMBAIOIINM KaJIbIIMH U3 KJIETKHU. Pa-
60Ty 5TOTO MOHHOTO KaHaJIa PETYJIMPYeT CIIOCo0-
HBIA CBSI3BIBATHCA C MeMOpaHOU OeJIoK KaJbMO-
JyJIVH, obsaiaromuii cposictBoM k Ca2+ u obpa-
3YIOIIUN ¢ HUM KOMILIeKC. KoMILIeKe KajibMOoTy-
JIMH—KJIBIIUH peryaupyer paboty MHOTUX ¢ep-
MEHTHBIX CHCTEM, B YaCTHOCTH OTBETCTBEHHBIX 32
apXUTEKTOHUKY JIUMHUIHOTO CJIOS MeMOpPaHBI.
[ToBbIllIeHME BHYTPUKJIETOYHOTO YypoBHs Caz+
MIPUBOJIUT K HAPYIIEHUI0O acCUMMeETpUU MeMOpa-
HBI HPUTPOIIUTA U SKCIO3UIUHU MOJeKya (oceda-
TUIWJICEPUHA HA ee HaPYKHOH MMOBEPXHOCTHU [1,

10, 39].

IToOmembpaHHbLil 101l N1asMoNeMMbl

[TonmeMOpaHHBIN CJIOH  IIA3MOJIEMMBI
COJIEP:KUT OesKH, OOpasylolye ITUTOCKEsET
SPUTPOIUTOB, MTPEK/IE BCETO, CIIEKTPUH U aKTHH,
a TakyKe acCOIMMPOBAHHBIE ¢ HUMU Oesku (Tpo-
[MOMHUO3UH, TPOIOMOJYJINH, aAAyIUH, eMAaTHH,
MPOTEUHBI P55, 4.1R, 4.2, ankupuH u 1p.), Gop-
MUPYIOIHE KOMILIEKCHI /i1 (DUKCALMM IIUTO-
ckesieta k MeMOpane [42].

OCHOBHBIM CKeJIETOOOpA3yIImuM O6eTKoM
SIBJISIETCST CIIEKTPUH, COCTABJIAIONIUHA OKOJIO 30%
OT Macchl Bcex MeMOpaHHbBIX OEJTKOB SPUTPOLIUTA
[1]. Monekyna creKTpuHA HpeJCTaBJIsgeT cOOOM
TeTpaMep — JJIUHHYI0 GUOPUILIY, COCTOAIIYIO U3
JIBYX IlepeKpy4YeHHbIMU Lienel — aumepos. Kaxk-
Jlasi Llenb, B CBOIO OYepenb, obpasoBaHa o u [3
CcyObemMHUIAMH, OPUEHTHPOBAHHBIMU B MIPOTH-
BOIIOJIOXKHBIX HaIIpaBJIeHUsIX. Kaxaprii TeTpamep
MMeeT «IOJIOBHOI» JIOMEH, OTBETCTBEHHBIM 3a
OPTaHU3AIUIO0 MOJIEKYJIBI U 32 KOHTAKT C OeJIKoM
AHKHUPUHOM, a TaK¥Ke «XBOCTOBON» /IOMEH, MPH-
COEZIMHSAIONIUNCSA K aKTHUHY, IPOTEUHY 4.1, IIPO-
TEeUHY 4.2, U K ApyruM besnkam. B mumepe a nens
JUIMHHee 1 00pa3yeT CKJIQJIKU, KOTOPbIe IPUAAI0T
3JIACTUYHOCTh MOJIEKyJIe CIEeKTpHHA. Baammo-

JleicTBUS CyO'heTMHUI] 32 TIpeiesIaMi 30HbI HyK-
JIeallyl JTOCTAaTOYHO cJ1abble, YTO MO3BOJISIET UM
CKOJIb3UTh OTHOCHUTEJIBHO JIPYT APyTa, KOIr/ia MO-
JIEKyJia CIIEKTPUHA U3TH0AeTCsI WU BBITATHBAET-
cs mpu gedopmarin MeMOpaHsbl. JluMephl caMo-
MIPOU3BOJILHO arperupyloT B TeTpaMephl, HO CJIa-
Oble XUMHYECKHE CBA3U MEXKIY ILEISIMHU I103BO-
JISIOT TeTpaMepaM JUCCOIMUPOBATh U PEOPTaHMU-
30BBIBAThCSA, UYTO TaK:Ke cIocobeTByeT medopma-
[IVU KJIETKH [1, 13, 44, 46]. [Ipu HacIeICTBEHHBIX
AHOMAIHSAX WJIM HEJOCTaTOYHOM COZEp:KaHUU
CIIEKTPUHA 3PUTPOIUTH MPUHUMAIOT chepude-
cky1o (cpeporuTel), peke BJUTUITHYECKYIO (OBa-
JIOITUTHI) (POPMY, UTO COIIPOBOKAAETCS PA3BUTH-
€M I'eMOJINTUYECKUX aHeMuii [1].

AKTHH 3pUTPOLMTOB MPUHAJJIE}KUT K He-
MBIIIeYHOMY THUITY (3 aKTHUH) U CyIIIECTBYET B BU-
Jle KOPOTKUX, JTBOUHBIX, CIUPAJIEBUTHBIX IIPOTO-
unamenToB. OHU pacIoIATAIOTCA HapasIeIbHO
IUIOCKOCTA MeMOpaHbl 1 OPUEHTUPOBAHBI B Pa3-
HBIX HAIpaBJIeHUSAX. B Kakmoil KieTke cojep-
JKUTCST 30000—40000 TPOTOGUIAMEHTOB, B Ka-
JKJTIOH aKTUHOBOM HUTH HACUWUTHIBAETCSA IO OfI-
HUM JaHHBIM 6—8 MOHOMepOB [13, 42], o Apy-
TUM — 12—14 MOHOMEPOB [46].

TpomoMuo3uH 3PUTPOLIUTOB YUACTBYET B
00pa3oBaHUM AKTHHOBOTO HPOTO(UIAMEHTA.
ITOT TPOTEUH TPEJCTABJIAET COOOU JJTMHHBIHA
MMaJIOUKOBUIHBIN UMED, COCTOAIIMN U3 O U Y
uzodpopMm. OfUH AUMEP TPOIOMHUO3UHA COEIY-
HAETCA C KaXKJIOU W3 JABYX HUTEH aAKTHHOBOTO
poroduIaMeHTa, TAKUM 00Pa30M, YTO MOKPHI-
BAeT 7 aKTUHOBBIX MOHOMePOB. Coe/TMHEHNE 3TUX
JIByX O€JIKOB OIIOCPEeAyeTCs HOHAMU MarHus [10,
42].

Besok TpomomozaysuH 1 obpasyer KOM-
IUTEKC ¢ aKTUHOM (1 MOJIeKyJia Ha 1 mpotoduia-
MeHT) U 0eJIKOM TpPOIIOMHO3WHOM. Tpomomozy-
JINH 1 00eclieynBaeT MPUKpPEIUIEHNE aKTHHOBOTO
npoToduiaMeHTa K crieKTpuHy. OTCyTCTBHE TPO-
TIOMO/YJ/INHA 1 MMPUBOAUT K TOSIBJIEHUIO aKTUHO-
BBIX MPOTOMUIAMEHTOB Pa3JIUYHON AWUHHBI U
006pazoBaHuIo ehEeKTOB B ITUTOCKENETE. [10, 42].

AnTyniH TIpeficTaBiisieT co0OM CIJIOKHBIN
MyJIbTU(GYHKIIMOHAIBHBIA IIPOTEUH, COZEepKa-
mU# A, f win y cyOequHUIBI, TpeobIafarole
dopmoii sBisercsa afy rereponumep. B kaxmom
SPUTPOIUTE HACUUTHIBAETCS 30000 MMEPOB
3TOTO TPOTEWHA. AJIyIIUH ydacTBYeT B (pUKCa-
WU IUTOCKeJeTa K MeMOpaHe SpUTPOIMTA,
B3aUMOJIEHCTBYS ¢ OEJIKOM IOJIOCHI 3 U TpaHC-
noptepoM Timioko3bl (GLUT1), a Tak:ke yKperuis-
€T coeIMHEHNeE CIIEKTPUHA U aKTHUHA [42].

JleMaTUH TOXKEe YKpeIUIeT CIIeKTPHH-
AKTUHOBBIE CBSI3U U SBJIAETCA MMOCPETHUKOM Me-
JKJTy aKTUHOBBIMH TPOTO(UIAMEHTAMUA U MEM-
OpaHOl, B3aMMOZEUCTBYA C TPaHCIOPTEPOM
IJIIOKO3bI [42].

Besnox p55 (MeOpaHHBIN MaJIbMUTHPOBAH-
HBIA mporenH 1 — MPP1) ygacTByer B mpukper-
JICHUU ITUTOCKesJeTa K MeMOpaHe, COeIUHSACH
OTHUM JIOMEHOM C GEeJIKOM 4.1, a IPyTUM JOMe-
HOM — ¢ iukodopunoMm C. IIpeanosaraercs, 4To
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MMaJIbLMATHPOBAHUE STOro OeJKka M ero Iocie-
Jlylolllee B3auMojielicTBue ¢ GIOTUUIMHAMU fAB-
JIAIOTCA KJIIOYEBBIMHU COOBITUAMH O0pPa30BaHUA
MeMOpaHHBIX IUIOTOB (padToB), UTO IO3BOJIAET
paccMaTpuBaTh €ro B KaudecTBe OpraHuU3aTopa
padToB B MeMOpaHe 3puUTpoIuTOB. OOHAPYKEHBI
koHTakTel MMP1 ¢ siunupamu 6ucios, npenmy-
IIECTBEHHO C XOJIECTPUHOM [51].

L[umoc;ceflem apumpouvuma

Brimenepeunciennble 6eKu (GOPMUPYIOT
IIUTOCKEJIET SPUTPOIUTA, KOTOPHIUA IPEJICTABIIsA-
eT cobol THUOKYI0 CETEeBUAHYIO CTPYKTYPY TOJI-
IMUHOH 40—90 HM, MHOJICTUJIAIOIIYIO ITUTOILIA3-
MAaTHYECKYIO IIOBEPXHOCTh MEMOPAHBI U IIPUKpE-
IUIEHHYIO K HeH ¢ IOMOIIBIO CJIOJKHBIX MaKpPOMO-
JIEKYJIAPHBIX KOMILIEKCOB. Mopdosoruyeckoi
eZIMHUIEN CKeJIeTa SIBJISIETCS CTPYKTypa IICEBJIO-
TeKCarOHJIbHOU (POPMBI: B IIEHTPEe MHOTOTPaH-
HUKA HAXOAUTCSA AKTHUHOBBIM MPOTO(PUIAMEHT
(o6pa3oBaHHBIM AKTHHOM, TPOIOMHO3UHOM W
TPOIIOMOZYJIUHOM 1), OT KOTOPOTO PaJaJILHO
pacxozATcss 6 MOJIEKYJ CHeKTpuHa. B kakmoin
KJIETKEe TaKUX CTPYKTYp HACUUTHIBAETCA OKOJIO
33000, OHU COEQUHSIIOTCA APYT C JIPDYTOM C TIO-
MOIIbI0 TTepU(EePUIECKUX YUACTKOB CIIEKTPUHA.
CoeuHeHNsT aKTHMHA W CIIEKTpUHA (TOPU30H-
TaJbHbIE CBS3U IUTOCKEJIETA) AOCTATOYHO CJia-
Oble, B UX YCWJIEHUU YYaCTBYIOT aJIAYIIH, IPO-
TeUHBl 4.1 U 4.2, AE€MaTHUH, TPOIOMOAYJIWH 1,
TPOIIOMHUO3UH [13, 42, 46].

[IpuxpernieHre NUTOCKENIETA SPUTPOLIUTA
K ero MeMOpaHe (BepTHUKaJIbHbIE CBA3U IUTOCKE-
JieTa) OCYIIECTBJISETCA C MOMOIIBI0 MaKpPOMOJIe-
KYJIIPHBIX KOMIUIEKCOB JBYX BUZIOB [10, 13, 42,
46]. TlepBblii U3 HUX, AHKUPUHOBBIA KOMILJIEKC, B
KOTOPOM 0€eJIOK aHKUPUH MPUKPeIIeT 3 cyone-
JIUHUILY creKTpruHA K N-oMeHy 6eJika moJIOoCH 3.
B dbopMupoBaHUM KOMILIEKCA TAaK)XKe YIaCTBYIOT
mmkodopuns! (A, B), mporeun 4.2, Rh dakrop,
aHTUTEHBI TPYNIBI KPOBU. Bo BTOpOM KOMILIEKCE
0eJIOK 4.1 CBA3BIBAET [} CYyOBEIUHUITY CIIEKTPHHA
¢ mmukodopuroMm (C, D) u 6GeakoM MOJIOCH 3.
Ecth opuruHajibHOE MHEHHE, UYTO B 3TOM KOM-
IUIEKCe AKTUHOBBIE MPOTOMUIAMEHTHI WU aK-
TUH-CBS3bIBAIOIIE KOHIIBI CIIEKTPHUHA MIPUKPETI-
JISTIOTCST HETIOCPEICTBEHHO K OEJIKY TOJIOCHI 3, UTO
MI03BOJISIET aBTOPAM Ha3bIBaTh KOMILJIEKC «aKTH-
HOBBIM» [42], 0THAKO OOJIBIIIMHCTBO HCCJIEIOBA-
TeJlel MPU3HAET MOCPETHUYECKYIO POJIb IPOTEH-
Ha 4.1. B ¢opmMupoBanuu BTOPOro MakpoMoJie-
KYJIIPHOTO KOMILIEKCA YYaCTBYIOT TakXKe OeJIok
P55, TPAHCIIOPTEP IVIIOKO3bI, ITTUKO(QOPUHBI A U
D, agayuuH, AeMaTUH, CTOMATUH, KaJIbMOZYJINH
u fipyrue 6eynku. KimoueBbIMU MOJIEKyIaMU KOM-
IUIEKCOB, 0Opas3yoIMMU BEPTUKAJIBHBIE CBSA3H,
SIBJISIIOTCSL aHKUPUH U TIPOTEUH 4.1, KOTOPBIe 00a
B3aUMOJIEUCTBYIOT ¢ N-ZloMeHOM 6esiKa IOJIOCH 3
U B3aUMHO TOJABJIAIOT IPHUKPEIUIEHHE KOHKY-
peHTa [42]. B cocraBe 060X KOMILIEKCOB HAXO-
JATCA  TaKKe IVIMKOJUTHYECKWEe (hepPMEHTHI,
dopmupyromue merabosion [10, 11, 13, 42, 46].
Cy1iecTByeT IpEANOJIOKEHNE, UTO ITUTOCKEJET
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SPUTPOIUTA MOXKET OBITh CBA3aH C padTaMu JIu-
MUIHOTO OucIosi uyepe3 OeIOK P55, KOTOPBIHA
B3aNMO/IEHCTBYET ¢ MapKEPHBIMU O€JIKaMHU IIJI0-
Ta QIIOTHUTHHAMY 1 U 2. [51]. JlomyckaeTcs Tak-
JKe BO3MOXKHOCTH IIPUKPEIUIEHUS ITUTOCKEseTa
HanpAMyIo K pocdosmmuam meMopaHsi [13].

CocrosiHUE ITUTOCKEJIeTa U B IEJIOM ILIa3-
MOJIEMMBI SPUTPOIINTOB PEryINPYETCS aKTHBHO-
CTBIO PsA/ia MPOTENHKUHA3, OTBEYAMONINX 3a CTe-
rreHb ¢ochopupoBaHus 6€IKOB, OOIBITTHCTBO
13 KOTOPBIX ABJAIOTCA docdonporenHamu [8].
B HaubGosbIelt crenenu gochopuupoBaHbl Oe-
JIOK TIOJIOCHI 3, O€JIOK 4.1, CIIEKTPUH, aHKUDUH,
a/TyIIH, MOJIEKYJIbI KOTOPBIX MOTYT COZIEPKaTh
JIo Tpex ocTaTKOB (GochOPHOU KUCIOTHI. YBeU-
yeHHe ypoBHA (ocopuirpoBaHusa OeIKOB IH-
TOCKeJieTa B GOJIBIITMHCTBE CJIydaeB IPUBOAUT K
YMEHBIIIEHUIO CPOJICTBA MEX/IY WX MOJIEKYJIAMU
[8, 13, 35, 42]. AKTUBHOCTb NMPOTEMHKUHA3HBIX
CHUCTeM, OTBETCTBEHHBIX 3a cTelleHb (ocopuiim-
poBaHUA 0EJIKOB, MOJYJIUDYETCA MOHAMHU KaJb-
oY, KaJIbMOZYJIMHOM, a TaKXe MeMOpaHOCB:-
3aHHBIM reMorI00uHoM [8, 35, 40, 42].

IIuToCKesIeT SPUTPOIUTA UTPAET BAKHYIO
pOJIb B JKHU3HEZAEATENbHOCTU KiaeTku. OH mmoj-
JIeP’KUBAET CTPYKTYPHYIO CTAOMJIBHOCTD I1JIa3MO-
JIEMMBI U IBOSKOBOTHYTYIO INCKOBUAHYIO (OPMY
spuTporuTa. VI3BeCTHO, YTO MyTalWH, ITOBPEXK-
Jlalolye BEPTUKAIBHBIE W TOPU30HTAJIbHBIE
Me>KOeJIKOBbIE B3aMMOJIEHCTBUSA B MaKpOMOJIe-
KYJISIDHBIX KOMIUIEKCAX, IPOSABJIAIOTCA BPOXK/IEH-
HBIMU TOHKIIonuTo3aMu (cheporuTo3om, 3iI-
JIAIITOIUTO30M) [10].

ITutockeser obecrieynBaeT BO3MOXKHOCTb
obpaTtumoii leopMarii KJIETOK, He0OX0IMMOM
[P TIPOXOKAEHUU SPUTPOIUTOB Yepe3 Y3KHe
KaIWUIAPBl WK NOPHl BEHO3HBIX CHHYCOB CeJle-
3€HKH. BBICOKYIO IIACTUYHOCTH ITUTOCKEJeTa
CBA3BIBAIOT C OCOOEHHOCTSMU CTPOEHUSA CIEK-
TPHHA, a, IMEHHO, CKJIa[YaTOCTHIO O IIeIH, CJIa-
OBIMU B3aMMOZIEHCTBUAMU B MOJIEKYJIE JIUMepa,
CHOCOOHOCTBIO TETPAMEPOB K JMCCOLMAINHN U
peopraHusanuu [13, 44, 46]. Bce aT0 m0O3BOJIsAET
CHEKTPHUHY IIpH edOpMAaIY SPUTPOLIUTA BBITA-
THBAThCA B OFJHUX YyYacCTKaX, a B IDYTUX CHJIbHEE
KOHJIEHCUPOBAThCA, OJarofaps 4eMmy IIPOHCXO-
JIUT U3MeHeHre (opMbl spuTporura 6e3 m3Me-
HEHHU: IUIOIIAIU ero IMOBepXHOCTH. [lomyckaercs
TaK)Xe BO3MOKHOCTb KPaTKOCPOYHOTO ocabiie-
HU CBA3U [UTOCKEJIETa C MEMOPAHOH, BIUIOTH /10
€ro JIOKQJIBHOTO OT/IeJIEHH A, YTO BO3MOXKHO IIPU
YMEHBIIIEHUN CBA3U O€sIKa IT0JIOCHI 3 C aHKHUPHU-
HOM WJIA IIPOTENHOM 4.1 B CJIydae ux runepdoc-
dopmnmpoBanusa. Cenaparusa IMTOCKENIeTa AB-
JieTcs SHEPro3aBHCHUMBIM IIpOIlecCOM H GoJee
XapakTepHa [JI1 IepudepuyecKux ydJacTKOB
MeMOpaHsl Topa [35, 53].

IluToCKesyIeT y9acTBYET B PETYJIAIUU IIPO-
HUIIAEMOCTH MeMOpAaHBI 3PUTPOLMTOB, BO BCH-
KoM ciydae, s 1a3oB (0., CO, u NO), uHTeH-
CHUBHOCTb TPAHCIIOPTa KOTOPBIX 3aBUCUT OT Pas-
Mepa mop Mexay OeKkaMu IUTOCKeJIeTa. YKpeI-
JleHue OeJIKOBBIX CBSI3el «IOATATUBAET» CKEJIET
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K MeMOpaHe, YMeHbIIIaeT MTOPbl U CHIDKAET IIPO-
nece auddysuu. MoayaaTopoM ONMUCAHHBIX W3-
MeHEHUH MOXKET OBITh CBA3aHHBIN ¢ MEMOpPaHOH
reMorJioouH [35, 40].

B muromrasme spurporura OOGHApYKEH
SHJTOCKEJIET, COCTOSIITUNA W3 KOPOTKUX AKTHUHO-
BBIX (PMJIAMEHTOB, HEHPOUIAMEHTOB U TyOyJIH-
HOB. KoHTaKTHI 3THX 6€JIKOB ¢ MEMOPAHOCBA3AH-
HBIM ITUTOCKEJIETOM ITO3BOJISIOT PacCMaTpPUBATh
UX KaK KOMIIOHEHTBHI eIUHON (PYHKIIMOHAIBHOMN
CHCTeMBI KJIETKH [27, 43, 45, 46].

HaodmembpaHHblil ca0il n1a3M0AeMMbl

[JIUKOKAJIUKC SPUTPOIUTA IIPEJICTABIIEH
OJIUTOCaXapuilaMyl, CBSA3aHHBIMU C OeJIKaMu
(ryIMKOTIPOTEMHAMM) W B MEHBIIIEH CTENeHH C
junugaMu  (TJIMKOJIMIUAAMU)  MeMOPaHHOTO
crosi. Macca yriieBo/IoB COCTaBJIsieT 2—10% Bcer
Macchl 3puTporuTapHoii mem6pans! [1]. [Togas-
JISTIONIYIO YacTh YIJIEBOAOB HECYT Ha cebe TJIUKO-
(opuHbI, KaXKIasA MOJIEKYJIa KOTOPBIX CBSA3aHA C
16 oyMTOCaXapUAHBIMU IEMSIMHU, B CYMMe COZIep-
JKAIlIUMHA  OKOJIO 100 OCTAaTKOB caxapoB [11].
C TOMOIIBbI0 JIEKTUHOB CPeAU HUX OBbLIH WJIEH-
TUDULIMPOBAaHBl MaHHO3a, IVIIOK03a, N-aueTu-
D-rmoxko3amH, cuaioBas Kucsora [1, 11].

MouJtekypl HafiMeMOPAHHOTO CJIOS ILIa3-
MOJIEMMBI CJIy3KaT PENeNTOPaMU JIJIsl TPAHCIIOPTA
Pa3JINYHBIX BEIECTB, TAKUX KaK T'MCTaMUH, WH-
CYJIMH, COMATOTPOIIVH, alleTHUJIXOJINH, KaTexoJa-
MUHBI, SPUTPOIIOITUH, IPOCTATJIAHAUHbBI, UMMY-
HOTJIOOYJIMHBI, OEJIKM CHCTEMBI KOMILIMMEHTA.
[JTUKOKAJIUKC 3PUTPOIUTOB CIIOCOOEH amcopbu-
poOBaTh M TEPEHOCUTh HA CBOEH IIOBEPXHOCTH
aMUHOKHUCJIOTHI, XOJIECTEPHUH, TJIFOKO3Y, BUTAMU-
bl C u Tpymnmsl B, psaa BupycoB, 6akTepuii, TOK-
CHHOB, a TaKXKe JIEKapCTBEHHBIX BelecTB [1, 8].
MoJieKyIbl TJIMKOKAJIUKCA OIPEAEsIAIOT aHTH-
TeHHbIEe CBOMCTBa 3puTporuToB (aHTHUTreHBHI Rh,
arTJIIOTUHOTEHBI TPYTI KPOBH), UTPAIOT BAYKHYIO
POJIb BO B3aUMOJIEHCTBUAX SPUTPOIUTOB C Jiel-
KOITUTaMU, TPOMOOIUTACTUHKAMHY, SHJIOTETNAITh-
HBIMM KJIETKAMH, a TaK:Ke BellleCTBAMU MeXKKIe-
TOYHOTO MAaTPHUKCa, HAIPUMEpP, THAIYPOHOBOH
Kucaotoi u pubpunoreHom [8]. Onurocaxapuas
IVIMKOKAJIMKCA TPHUAAIT MeMOpaHe BBICOKUN
OTpUIATEBHBIN 3apsiz, OJyiarolaps KOTOPOMY
SPUTPOIUTH B KPOBOTOKE OTTAJIKHUBAIOTCA JPYT
ot apyra. IIpumeprno 60% oTpunaTeJpHOrO 3a-
psia Ha TIOBEPXHOCTH 3PUTPOLIUTOB ITPUXOUTCS
Ha JIOJII0 TTMKO(POPUHOB, UTO OOYCJIOBJIEHO Ha-
JuureM OOJIBIIIOT0 KOJIMYECTBa OCTAaTKOB CHAJIO-
BOU KHCJIOTBHI B UX YIJIEBOAHBIX Iemsax. [ymKkodo-
PUHBI OTBETCTBEHHBI 3a JJIEKTPOCTATUYECKUE
B3aUMOJIEHCTBUS SPUTPOILIUTOB C JIDYTUMHU KJIe-
TOYHBIMH U HEKJIETOYHBIMH OObeKTaMu. [1, 8].

HN3MeHeHUsA IIa3MOJI€MMBbI 3PUTPOIUTOB
B TeUEHHUE UX }KU3HEHHOTO IUKJIA

CrpoeHre U XMMHYECKHUHI COCTaB ILIa3MO-
JIEMMBI 5PUTPOLUTOB IIPETEPIIEBAIOT 3HAYNTEH-
HbIE U3MEHEHU B TeUeHNUe JKU3HU KIJIETKH.

dunanvHan JudgdepeHyuposKa apuUMpPoyUMOs

Mosozpie He3pesble PeTHKYJIONUTHI 06pa-
3yI0TCA B IIpOIlecce SHYKJIeAlUH OKCHU(DIIIBHBIX
3pUTPOOJIACTOB B KPACHOM KOCTHOM MO3Te. 3a-
BepiteHue Jub(epeHITPOBKH PETHKYIIOIUTOB 1
UX IIpEBpAIlleHNE B 3peJIble S3PUTPOLIUTHI IIPOVIC-
XOZUT B T€UEHHUE IIPUMEPHO TPEX CYTOK, JIBE Tpe-
TH 5TOTO BPEMEHU — B KOCTHOM MO3Te, U 24 Jaca
— B KpoBoTOKe. IIporecc co3peBaHUs BKJIIOYAET
n30aBjieHNE KJIETKH OT OCTaTKOB OpraHesuT (Mu-
TOXOHZ[PHH, JTM30COM, pUOOCOM, IIACTHHYATOTO
KOMILIEKCA), OT OOJIBIIOTO KOJIMYECTBA TYOYJIU-
HOB, OT IIUTOILJIa3MaTHYeCKUX (HPEepMEHTOB, yda-
CTBYIOIINUX B GMHAIBHOM CHHTE3€ IreMOIVIOOMHA.
He meHee BakHBIM ABJISIETCA OOLIIMPHOE PeEMO-
JleJINPOBAHKE IIJIA3MOJIEMMBI DPETHKYJIOIUTOB C
IIPOTPeCCUpYIOEN  ToTeped  «M30BITOYHBIX»
MeMOpaHHBIX JIUNIUZOB U OesnkoB. bosee 650
Pa3/IMYHBIX OEJIKOB y/IaJIAIOTCA HA MO3JHUX CTa-
JIUSIX CO3PEBAHUS PETUKYJIOIUTOB [25], cpenu
KOTOpBIX penentop Tpancheppuna (TfR), penern-
TOp azre3uu [31-WHTETPUH, TPOOMOZYJIUH 3, UT-
paroIIvil Ba?KHEUIIIYI0 POJIb BO B3aUMOZE€UCTBUU
SPUTPOU/HBIX  KJIETOK ¢  Makpodaramu-
HSIHBKAMHU, BOZHBIA TPAHCIOPTEDP AKBOIODUH 1,
yJlaJieHue KOTOPOTO II03BOJIAET KJIETKE a/IalTh-
pOBaThCs K UHBIM, YeM B KPACHOM KOCTHOM MO3-
re OCMOTHYECKHM YCJIOBUAM. B ToKe Bpems co-
Jlep’KaHre B MeMOpaHe PeTHUKYJIOIUTOB Oeska
II0JIOCHl 3 U CIIEKTPUHA yBeJInuyuBaercd [10, 25,
42]. B pesynbrare oKOHYATENBHO (OPMUpPYeETCs
MOJIEKYJIIpHAs apXUTEKTOHWKAa MeMOpPaHbI, YII-
JIOIIAETCA U CTAHOBUTCA WCTUHHO JIUCKOBUIHOU
(dopMa KJIETOK, YMEHBIAITCI 00beM KJIETKU U
IUIOIA/b €€ TIOBEPXHOCTH, CTaH/AAPTU3UPYETCs
COOTHOIIIEHHE IUIOIIAb/00beM, IOBBIIIAETCS
nHjeke nedopmupyemocty [46]. 13BecTHO, UTO
SPUTPOIUTHl XAPAKTEPU3YIOTCSI BHICOKHM OTHO-
IIEHNEM IUIOIIAZY ITOBEPXHOCTH K 00'bEMY KJIET-
ki (1.5—-1.9), KOTOpOe JejaeT UX BBICOKO 3JIa-
CTHUYHBIMU U 71eDOPMUPYEMBIMHU [1, 34].

OcB0OOKIEHNE PETUKYJIOIUTOB OT Gasuia-
CTHBIX i1 Oyayuiero (pyHKIIMOHHDOBaHUS Be-
IECTB IIPOUCXOAUT IIyTeM 0Opa3oBaHUA U OT/e-
JIEHUS OT IIJIAa3MOJIEMMBI OOJIBIIIOTO KOJIMYECTBA
Be3UKYII [18, 46]. OmrcaHbl MEXaHU3MbBI BE3UKY-
JIAIUY PETUKYJIOIUTOB, Ha3BaHHbBIE ABTOPaMHU
6uoreHe3om skx30coM [18]. IlepBrIii U3 HUX, UH-
TpaIIOMEeHAIBHBIN, IPE/ICTaBIAET cO00H 06paszo-
BaHHWE BE3WKYJ Ha BHYTPEHHEH ITOBEPXHOCTHU
MeMOpaHBbI, YTO MO3BOJIAET YAAIATH LUTOIUIA3-
MaruJdeckue OeJKu ¥ MeMOpPaHHOCBA3aHHBIE H-
3UMBI. BTOpoii MexaHW3M, OHOTeHE3 Be3WKYJI
HEIIOCPE/ICTBEHHO B TOJIIIE MeMOpaHBI, CIIYKUT
JULSL yIAJIeHUsT U3JIUIITHIX NHTETPATbHBIX GETKOB
u unuzoB 6ucsos. [losaraioT, YTo 3TOT IpoILece
IIPOUCXOIUT Ha 0ase JIMNUJIHBIX ILUIOTOB (pad-
TOB), TaK KakK OT/IeJIUBIINECH BE3UKYJIBI COJIED-
JKaT XapaKTepHBbIE /I IJI0TOB Oenku — QIoTHII-
JIUHBI U cToMaTHH. Tperuil mexaHusMm, Gopmu-
pOBaHME BE3WKYJl Ha BHEITHEH IIOBEPXHOCTH
IJIA3MOJIEMMBI, TI03BOJIAET KJIETKE H30aBIIATHCA
OT TJINKOJIUIIN/IOB ¥ IJITNKOIPOTENHOB, TO €CTh, OT
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U30BITOYHBIX PEIENTOPHBIX U Q/[TE3UBHBIX MOJIE-
Kys1. CumTaeTcs, YTO TPUITEPOM BEBUKYJISIIUU
SIBJISIETCST JIOKAJIbHOE HapyIIeHWe acCUMMETPUU
JaunugHoro o6ucsoss. Onucanbl OEJIKOBBIE KOM-
IUIEKCHI, OTBETCTBEHHbBIE 32 COPTHUPOBKY HOZJIe-
JKAIUX YIJIEHUIO BEIIECTB, a TaKkKe 3a 00pas3o-
BaHUeE U OT/IeJIEHHE BE3UKYJI OT MeMOpaHsbI [18].

(DyHKquHupoeaHue u cmapeHue spumpouumose

B TeueHme 120 gHel KU3HU SPUTPOIIUTA B
€ro IUIa3MoJIEMMe IOCTENeHHO HaKaITHBAIOTCS
XUMHUYECKHe H3MEHEHHUs, 3aTparuBaiolie ee
JIMTIUAHBINA, OEJKOBBIM W YIVIEBOAHBIH KOMIIO-
HEHTHl, TaKHe KaK YyBeJIMYEeHUEe SKCIIO3UIIUU
docharuanncepuna u docdaruanasTAHOTIAMUA-
Ha Ha HAPY)KHOH TIOBEPXHOCTH MeMOpaHBI,
YMeHBIIIEHNE COJIEP:KaHUs XOJlecTepruHa B Ouc-
Jioe, W3MEHEHHS COOTHOIIEHUs MeMOpPaHHBIX
0eJIKOB, CHIIKEHHE KOJINUECTBA CHUAJIOBBIX KH-
CJIOT B YIVIEBOAHBIX IENAX TVIMKOKAJINKCA, MOIH-
(pukaysa aKTUBHOCTH TpaHCMeMOpaHHBIX Iepe-
HOCYHMKOB U (DePMEHTHBIX CUCTEM [14, 20, 37, 41].
BospacTHble n3MeHeHUsA B paboTe TPAHCIOPTHBIX
0EJIKOB I1JIa3MOJIEMMBI SPUTPOITUTOB IPUBOJIAT K
HapYIIEeHUs M BOJHO-3JIEKTPOJMTHOTO TOMEOCTa-
3a W TMOBBIIIEHUIO BA3KOCTH IUTOILUIa3Mbl. CHHU-
JKaeTcss aKTUBHOCTh HATPHUEBOTO HACOCA, UTO
NPUBOJIUT K M3MEHEHHIO MOHHOH KOMIIO3UIIUU
IUTOILIa3Mbl (YBEJIMUEHUIO KOHIIeHTparuu Nat
U CHIDKEHUIO cofiep:kaHus K*), K meruaparanuu
KJIETKU, YMEHBIIIEHUIO ee 00beMa, CMOPIIHUBA-
HUI0O U 1orepe Jedopmupyemoctu [24, 39].
C Bo3pacToM mozaBisieTcst paboTa TpaHCIoOPTepa,
VAAJIAIONIETO KAJBIUK U3 KJIETKH [34]. Cyiect-
BEHHO BO3PACTAIOIINH  ITUTOIUIA3MAaTHYECKUH
ypoBeHb Ca2t WHTHOMpPYyeT HATPUEBBIH HACOC,
cTuMysiupyeT ¢hepMeHThI, BOBJIEUEHHbIE B HaApPY-
[IeHre aCHMMETPUH JINTIHTHOTO OUCIIOS, a TAaKIKe
SH3WMBI, OTBETCTBEHHBIE 32 IIPOTEOJIN3 CIIEKTPH-
HOB U PeEOpraHu3aliio LUTOCKeJeTa [1, 20].
B BO3pacTHBIX SPUTPOLUTAX CYIIECTBEHHO CHU-
JKaeTcsi TPAHCIOPT aHUOHOB uyepe3 OeJIoK I0JIo-
CBHI 3, a TaKyKe TPAHCIIOPT TJIIOKO3bI, BCJIEICTBUE
4ero peaynupywTca cogep:kanue ATO B 1uro-
IUIa3Me U SHEPreTUYeCKre BO3MOXKHOCTU KJIETKH
[13, 39].

OcHOBHBIMH (paKTOpaMu, IOBPEK/IAIOIIN-
MM CTPYKTYPY SPUTPOIUTOB U HAPYIIAIOIUMU UX
JKUBHENEeSATETbHOCT,  CUHMTAIOTCS ~ AKTUBHBIE
dopmer kuciaopopa (APK), Bo3meHCTBUIO KOTO-
PBIX 3PUTPOIUTHI IOCTOSHHO IOJIBEPTAIOTCS PH
YeThIPEXMECIUYHOM (YHKIIMOHUPOBAHUHU B KPO-
BOTOKe. Jk30TeHHble ADK BBIZIe/IAI0TCA B IIJIa3My
HeliTpodunamu, Makpodaramu, SHAOTENINATb-
HBIMH KJIETKAMH ¥ MOTYT OBITh 3aXBau€HbI SPUT-
poruramu. dHmoreHHbie AOK (cymepokcun, me-
PEKHUCh BOMOPO/Ia) HENMpPephIBHO 006pas3yloTcs B
pe3ysbTaTe MeJJIEHHOTO CAaMOOKHUCJIEHUSI TeMO-
IOOWHA U TpEeBpAIleHUs ero B METTeMOIJIOOWH,
MIPEUMYIIIECTBEHHO CBA3aHHBIH € MeMOpaHOU
yepe3 6esiok 1mosiockl 3. COGCTBEHHO OKHCJIEHHUIO
TIOZIBEPTAETCS UOH JKeyie3a, KOTOPHIH B TeMOTJIO-
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OuHe CyIIeCTBYeT B cocTossHUM Fe2t, a B meTre-
MoOIJI00MHE — B cocrosgHuM Fes+ [22]. UToOBI cBe-
¢ty K MuHUMyMYy 3¢ dext AOK 1 Bo3HUKAOIIUN
B pe3yJbTaTe OKHCIUTETBHBIH CTpecc, 3PUTPO-
UTHl UMEIOT MOIIHYI0 AaHTUOKCHUAAHTHYIO CHC-
TeMy, BKJIIOUAIONIYI0 (epMEHTHI, B TOM YHCJIE
IVIMKOJIUTUYECKHe (CyIepOKCUIAUCMYTas3y, Ka-
Tajazy, IJIyTaTUOHIIEPOKCHUIA3y, TJII0KO3a-6-
docdaTnernaporenasy), u HeepMeHTHbIE HU3-
KOMOJIEKYJISIpHBIE BellecTBa (TJIyTaTHOH, acKop-
OMHOBYIO KHC/IOTY). L[UTO30/IbHAS JIOKATU3AIIHSA
9TOH cUCTeMBl OTpaHUUUBAET ee 3(PPEKTUBHOCTD
OTHOCUTEJILHO OOpa30BaBIUXCA B MeMOpaHe
AO®K, KoTOpble BBI3BIBAIOT IIEPEKHCHOE OKHCIIe-
HHe JIUIUZOB U JeHaTypaIuio OeIKOB IIIa3Mo-
JIEMMBI, CHIZKasl ee sjacThudeckue cBoiicrsa. Ha-
KaIUIMBAIOIIMICS METTeMOIVIOONH, a TakXKe ero
MIPOU3BO/IHBIE TEMUXPOMBI He 00J1aJTal0T CPOJICT-
BOM K KHCJIOPOJY, BCJIEZICTBUE UETO PEAyIUpYeT-
¢ TPAHCIOPTHAS CIIOCOOHOCTH 3PUTPOIUTOB.
Kpome TOrO, 3TH BellecTBa BHI3BIBAIOT AHTUTEH-
Hyl0 TpaHchopManui 6OeyKa II0JIOCHI 3, UTO
WHUIUUPYET IMPOIECC SIMMUHAIIUN CTAPEIOIUX
3pUTpOIUTOB Makpodaramu. OKUCIUTETHHBIE
peakIuu akKTUBUPYET Kacmasy 3, CIOCOOHYIO yac-
TUYHO Pa3pyuiaTh 6€JI0K MOJIOCH! 3, HHUIIMHUPYIOT
nepeMelieHue pochaTuaniceprHa Ha BHENTHIOKO
IIOBEPXHOCTh MeMOpaHbl, WHTHOUPYIOT TpaHC-
IIOPTHBIM KaHaJl, OTBETCTBEHHBIN 3a OrpaHuue-
HHe BHYTPUKJIETOYHOU KOHIIEHTPAIIUN KaJIbIUS.
CiieficTBEM OKHUCJIUTEIHBHOTO CTPECCA SBJISIOTCS
HapyIIeHUus1 BOJHO-3JIEKTPOJIUTHOTO Oayanca
CTapeoIInX SPUTPOIUTOB, YMEHbIIIEHE UX 00b-
eMa, TUTOIIA/IN TIOBEPXHOCTH W OTHOIIEHUS ILIO-
maab/o0beM, yBeUUeHre KOHIEHTPAIUA TeMO-
IVIOOWMHA U BA3KOCTHU IUTOILIA3MBbl, pa3pylleHUe
IIUTOCKEJIeTa W €ro CBsA3eH ¢ ILIa3MOJIEMMOM,
cHIKeHue nedhOpMUPYEMOCTH MeMOpaHbI, IIO-
BBIIIIEHNE KOJIMYECTBA AHTHUTEHOB K UMMYHOIJIO-
OyauHaM u OeaKaM CHUCTEMBI KOMILIMMEHTA.
Kpowme Toro, nokazaHo, uto AOK spuTponuToB
MOTYT TOBPEKIATH APYTHE KJIETKH, C KOTOPHIMHU
SPUTPOIUTH KOHTAKTUPYIOT, HAIPUMep, DHJIO-
Teui [14, 22, 26, 29, 41].

B TeueHme MOTON JKU3HU SPUTPOIUTHI
MIOZIBEPTAIOTCA ~ XPOHUYECKOMY  BO3JIEHCTBHUIO
IJIFOKO3BI, KOTOPOE BBI3HIBAET TIJIMKUPOBAHUE
(HedbepMeHTATHBHOE TVIMKO3WIMPOBAHUE) UX
0eJIKOB, IIPEXK/Ee BCETO reMoIOONHA. DTOT IPO-
mecc 00YyCJIOBJIEH CHOCOOHOCTBIO TJIFOKO3BI CBS-
3bIBAThCA C aMUHOTPyNIaMU O€JKOB, U3MEHsIS
UX CTPYKTYpPHBIE U (PYHKITMOHAJIbHBIE CBOHCTBA.
CxopocTh 06pa3oBaHUs HEOOPATUMBIX KOHEUHBIX
MPOAYKTOB  TJINKO3WJIMPOBAHUS 3aBUCUT OT
VPOBHS U JIJINTEJIBHOCTH JKCIIO3UIIUU TJIIOKO3HI.
¥ 3/10pOBBIX JTIO/IEN PeaKITusA MPOTEKAeT Me/JIeH-
HO, KOJINYECTBO IVIMKUPOBAHHBIX OEJIKOB HE3Ha-
YHUTEJIPHO, HO B C/lydyae XpPOHUYECKOU THUIEepIJIH-
KEMUU BBICOKUM yPOBEHb MMEHHO 3TUX BEIECTB
MIPUBOJIUT K PA3BUTHIO ArabeTa U ero OCJIOJKHe-
HUH. ['JIMKUPOBAHHBIE MOJIEKYJIBI IOABEPIKEHBI
aKTUBHOMY OKHCJIEHUIO ¢ oOpasoBanmeM A®K,
uTo ycyrybJsieT pasBUTHE OKHUCIUTEIHLHOTO
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cTpecca, 0cOGEHHO Pa3pyIIUTEIBHOTO Y OOIBHBIX
nuaberoMm. ITomumo reMmoryiobnHa, IVII0Ko3a 00-
pasyer KOMIUIEKCHI ¢ MeMOpaHHBIMHU OesKaMu
spuTtporuToB. ITokazaHo, 4To y OOJIBHBIX caxap-

HBIM  JuabeToM  IJINKUpPOBaHHE  OEJIKOB-
TpaHcnopTepoB noHoB Caz+, K+, Cl- u Na+ mozaB-
JileT UX  aKTUBHOCTb, U3MeHAA  BOJHO-

BJIEKTPOJIUTHBIM OaJIaHC B SpUTpOIUTAX [23].

BospacTHbeie OHOXMMUUYECKHE IEPECTPO-
KU IIJIa3MOJIEMMBI PUTPOIIUTA COTIPOBOK/IAIOTCS
ee Be3UKYJIALMEH, IPUBOJAIIENH K YMEHbIIEHUIO
o0bpeMa KJIeTKH (0 25%) U IUIOIIAAN €€ TTOBEPX-
HoctH (o 17%) [20]. O6pazoBaHre MeMOpPaHHBIX
MMy3bIPHKOB MPOMCXOIUT OCOOEHHO aKTMBHO IPH
JIETIOHUPOBAHUY KPOBU B cesie3eHKe. KimoueBast
POJIb B MPOILIECCE BE3UKYJIAIUN OTBOJUTCS aHTHU-
TeHHOH MosuduKanuy 6eJIKa MmoJIockl 3, KOTopas
WHUITUHAPYETCS METTEMOIVIOOMHOM U TeMHUXPO-
MaMH, a TaK:Ke IMOBBIIIEHUIO BKCIO3UIUU (doc-
dartuguicepyHa Ha HAPYKHOH IIOBEPXHOCTH
mwia3mMojeMMbl [12, 13, 20]. Ectb gaHHBIE, YTO
[IPY BE3UKYJIAILIMU METTEMOIVIOONH, CBA3aHHBIH C
6eJIKOM T0JIOCHI 3, 0c/Ia0JIA€eT ero IKOPHBIE CBOH-
CTBa, YTO MPHUBOJUT K JIOKAIBPHOMY OTAEIEHHUIO
IIUTOCKEJIeTa OT JIMIHAHOTO Oumcjios B obJacTu
pacmosioxkenus padros [38, 53]. B cocraBe Be3u-
KYJ1 HaXOJTWJIN TEMOTJIOONH U MeMOpaHHbIe 6eJl-
KH, BKJIOYas OEJI0K I0JIOCHl 3 U TIIUKO(DOPHUHBL,
HO He O€JIKM ITUTOCKeJIeTa: CIIEKTPUH, a TaKiKe
0esiok 4.1 u aHkupuH. l{UTOCKEIeTHBIE OesTKH,
coJiepKaHre KOTOPHIX YMEHBIAETCs apasiesb-
HO CO CHIIKEHUEM ILIOIAZH MeMOpaHBI, Y-
I0TCA U3 KJIETKU IyTeM pasJiosKeHus Ha ¢par-
MEHTBHI C TOMOIIBI0 YOUKBUTHH-IIPOTEACOMHBIX
SH3UMOB [20, 29]. IIpennosaraercs, 4To BE3UKY-
JIAIUSA MO3BOJIAET KJIeTKaM H30aBJIAThCA OT Je-
(exTHBIX 6€sKOB U (DepMEHTOB aIonTo3a, usbe-
rast rubesu U MPOAJIeBast CBOKO KU3Hb B KPOBO-
TOKe. [2, 13, 54, 20, 53]. OnucaHo ycujieHue Be-
3UKYJAIU SPUTPOIUTOB [IPU BPOKIEHHBIX IIOK-
KWJIOIUTO3aX (TajacCaMUM, CEPIOBUIHOKIIETOY-
HON aHeMWH, BPOXKIEHHBIX CHEPOIUTO3aX, DXU-
HOIIUTO3€, CTOMATOIIUTO3€ U JIP.), UTO ITO3BOJISET
MOPGOJIOTUYECKHA AHOMAJIBHBIM 3PUTPOIATAM C
YKOPOUEHHBIM CPOKOM >KM3HU IMPOJIOHTUPOBATh
CBOE CYIEeCTBOBaHUE U (PYHKIIMOHAJIBHYIO aK-
THUBHOCTb [30, 54].

T'ubenw apumpoyumos — apumpoduepes

IPUTPOLUTH 3aBEPIIAIOT CBOE UEThIPeX-
MecsYHOe (PYHKITMOHUPOBAHUE B KPACHOH IIyJIb-
Ile ceJIe3eHKHM W YaCTUYHO B IeYeHHU. B Hopme y
yeyloBeKa 3a 1 CEKYHJIy paspyllaercsi 5 MJIH
SPUTPOIUTOB, 3a CyTKH — Oosiee 360 muipx [8].
MexaHu3M rubesd, 4acTo Ha3bIBAEMbBIH B JIUTE-
parype «BHYTPUKJIETOYHBIM TeMOJIM30M», TIPEJ-
cTaBisIeTCs cleaymuM obpazoMm. B crapsix
SPUTPOIUTAX METTEMOIVIOOMH U TeMHUXPOMBI,
TIPUKPEIUIAACH K [TUTOIIA3MaTHYECKOMY JIOMEHy
OeJiIKa TIOJIOCHI 3, BBI3BIBAIOT KJIACTEPU3ALUI0 U
AHTUTEHHYI0 TpaHC(HOPMAITUIO DTOTO IIPOTEUHA.
MonndunupoBaHHbIH 60K IOJIOCHI 3 Ppacmo-
3HaeTcA uMMyHoryiooyaunamu (IgG) u Genkamu

CHCTEMBI KOMIIMIMEHTA, YTO BEJIET K OICOHU3A-
MY 5pUTPOLIUTA U €ro JaJbHeHNIeld SJIMMUHA-
nuu  Makpodaramu. Bospocmiasg SKCHIO3ULUA
docdoruanicepuna u dochoTUANIITAHOTIAMU-
Ha Ha HApY»KHOU IMMOBEPXHOCTU MeMOpaHBI CTa-
PBIX 3PUTPOIUTOB TaK¥Ke CTUMYJIUpyeT ¢haroiu-
TapHYIO aKTUBHOCTHh Makpodaros [8, 14, 37, 41].

DU3HOIOTUYECKUH  BPUTPOAMEPE3  HA
10—20% obecrieunBaeTcs TaK)Ke BHYTPUCOCYIH-
CTBIM T€MOJIU30M, TO €CTh THOEJIHIO SPUTPOITUTOB
B KPOBOTOKE, YTO XapaKTepHO I (PU3UUECKH
TIOBPEKAEHHBIX KJIETOK, MTHBAa3UPOBAHHBIX IIapa-
3utamu (Massapus, 6abe3no3), UM MATOJIOTHYE-
cku 1e(pOpPMUPOBAHHBIX SPUTPOIUTOB, BCJIEJICT-
BHE Yero BPOXKJEHHbIE MOMKHUJIONUTO3BI BCETIa
COTIPOBOXKIAIOTCS TEMOJTUTUYECKUMU aHEMUSMHU.
I[Ipu remosm3e HapyIaercs ITPOHHUIAEMOCTb
ILUIa3MOJIEMMBI, TPHUBOAANIAs K BO3PACTAaHUIO
[UTOILJIA3MATUYECKOU BOJIbI, YBEJIUUEHHIO 00be-
Ma KJIETKU BIUIOTH JI0 KpuUTH4Yeckoro (146% or
IIepBOHAYAIPHOTO 3HAYEHUs), ee Pa3pylIeHUuI0 U
BBIXO/Ty TeMOTJIOONHA B I1a3My [8, 24, 36, 48].

YacTh 3PUTPOLUTOB MOTHOAET B KPOBOTO-
Ke, He JIOCTUTHYB (pHHaJA OTIYIIEHHOTO IIPUPO-
JIOH TIepro/ia KU3HEeATETbHOCTH, IIyTeM aIloll-
TO3a, Ha3bIBAEMOTO B JAHHOM CJIydae 3PUIITO-
30M. Mopdosorrnuecku 3pUNTO3 IPOSABIIAETCS
BE3UKYJIAIUEN IIa3MOJIEMMBI ¥ CMOPIIIUBAaHUEM
xietku. O6pasyomyecs KpyIHble BE3UKYIBI 10
CyTH SIBJISIOTCS aNONTO3HBIMU (SPHUIITO3HBIMHU)
TeapIaMU. TpUrTEpaMu 3PUITO3a CUUTAIOT aK-
TUBAIMIO Kaclia3, XOTA B SPUTPOIUTAX OTCYTCT-
ByeT KJII0YEBOU (pepMeHT amornrTo3a Kacmasao, a
oOHapy:KeHbI TOJIBKO Kacmassl 3 u 8 [8]. To co-
ObITHEe BeAeT K U3MEHEHUI0 IIPOHUIAeMOCTHU
WOHHBIX KAHAJIOB JIJISl KaJIbIUS U TOBBIMIEHUIO
€ro KOHIIEHTPAIMU B ITUTOIIa3Me KJIETKH, UTO, B
CBOI0O OUepenb, H3MeHsAeT TpaHCMeMOpPaHHBIN
TIepeHOC MOHOB KAJIUA U XJI0pa, MPUBOAAIINA K
00€e3BOKMBAHMIO, CMOPIIUBAHUIO SPUTPOIUTA U
BE3UKYJISAIUU €r0 MeMOpaHbl. BHyTpuKIeTouHas
THUIIEPKATBIIEMUST aKTUBUPYET CKpambiiazy, KO-
TOpas YyBeJIUYUBAET 3KCHO3UIMI0 dochaTuamni-
cepuHa Ha Hapy)KHOU IOBEPXHOCTH ILJIa3MOJIEM-
MBI. DTa MOJIEKyJIa PACcIO3HAeTCsA MaKpodaramu,
VHUYTOXKAOIIUMHU SPUNTO3HbIE Tesbla. L{uTto-
30JIbHO€ TIOBBIIIIEHUS] YPOBHSI KQJIBITUS CTUMYJIH-
pPYeT pasynyHble IPOTea3Hble CHCTEMBI, Pa3py-
marIyie MeMOpaHHbIE U CKeJIETHBIE OesKu
spurporuTa. OFHOBPEMEHHO IIOBBIIIAETCH aK-
TUBHOCTh KHUCJIOW CHUHTOMUENNHA3bl, OT/e-
Jsomed nepamuzipl ot cuHromuenuHos. lle-
paMuIbl YCUJIMBAIOT UyBCTBUTEJIBHOCTH KaJlve-
BBIX KAHAJOB K HOHAM KaJIbLIHS, CIOCOOCTBYS
CMOPIIMBAaHUIO KJIETKH, a TaKKe YJacTBYIOT B
nepemeliieHny dochaTuauicepuHa B HapyKHBIN
c1oM 1wIasMosieMMbl. Ecth mpezpmnosioxxkeHus o6
YYaCTUH B WHUIMAIAKA DPUITO3a METTEMOTJIO-
OuHa, KOTOpBIH, yBenmuuBasg (ochoprinpoBa-
HHe 0eJiKa II0JIOCHl 3, HAPYIIAeT ero CBA3b C IU-
TOCKEJIETOM U CIIOCOOCTBYET BE3UKYJIAIUN MEM-

Oopanbl  [2, 19, 28, 35, 36, 47, 48]
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Buosiornueckoe 3HaueHHWe HPUINTO3a 3a-
KJIIOYAaeTCs B TOM, UTO OH ITO3BOJISIET BBIBECTU U3
KPOBOTOKA TIOBPEXK/IEHHBIE 3SPUTPOIUTHI, IIpe-
MISTCTBYS TEMOJIU3Y U €r0 HOCJIEICTBUIM, IPEXK-
Jle BCETOo MOBPEXK/IEHUIO IOYeK [23, 36, 48].

ITHOTATOTEeHETHYECKUMI dakropamu
SPUINTO3a  ABJAIOTCA  TUIEPOCMOMOJISPHOCTD
IIa3Mbl, OKUCJIUTEJIbHBINA CTPecc, TUIIepTEPMHUS,
HCTOIIIEHNE DHEPTeTUYECKUX 3aIacoB, TsKEJIbIe
MeTaJUIbl, 1eULUT Keseda, hocdaTos, hpepmeH-
TOB, a TaKXKe MeUKAaMEHTO3HbIe cpeZicTBa (Kce-
HOOMOTHKY, aHTUOMOTUKHU). Y CUJIEHHE 3PUIITO3a
OIIMCAHO TPHU PA3JIUYHBIX KJINHUYECKUX COCTOsI-
HUAX, TAKUX KaK CEPIIOBUAHOKIETOUHAS aHEMHU-
U, MaJApHUsA, TaJacCOMUsA, HaCJIEeICTBEHHBIHA
cheporTo3, cemcuc, IOYEeYHAsT HETOCTATOU-
HOCTH, frabeT, MUKOIUIa3M03, UHGPEKIUU C Te-
MOJIUTUYECKUMHU TOKCHHAMH, CBHUHIIOBAs, MeJ-
Has U PTyTHas WHTOKCUKAIUUA U 7p. Ecn ycko-
PEHHBIH APUNTO3 He KOMIIEHCUPYETCS CTHMYJIs-
el 5pUTPOII033a, 3a00JIEBAHUS OCIIOKHSIOTCS
KJIMHUYECKU 3HaYMMOMW aHemuen [17, 19, 36,
47,48]. IpUNTO3HBIE SPUTPOLUTHI U ATIONITO3HBIE
TeJIbIIA MOTYT CBS3BIBATHCA C HHAOTETUAIBHBIMU
KJIEeTKaMH U, TakuM 06pasoM, NpersiTCTBOBATH
MUKPOIUPKYJIIINH, yCyTy0Jiss TeueHre 601e3HN
[52]. 9purrro3 HHrHOMPYeTCA SPUTPOIIOSITHHAMY,
KaTeX0JIAMUHAMH, aIeHO3UHOM, OKCHJIOM a30Ta
(NO). Ilocnemuuii BeIpabaTHIBAIOTCS B 3PUTPO-
nuTax mpu ydactuum NO-CHHTEeTasbl DH/IOTEH-
aJIbHOTO THUIIA, JTU0O MOCTyIaeT U3 IIa3Mbl U Ha-
KaIUIMBAeTCsl, CBA3BIBAsACH ¢ remorsioonuoMm [8].
Bce daxTopbl, KOTOpBIE CTUMYJIMPYIOT HJIM IIO-
JIaBJISIOT SPUITO3 AEHCTBYIOT Yallle BCETro Ha Ima-
TOT€HETUYECKOe 3BEHO IOBBIIIEHUS ITUTO30JIh-
HOTO KaJIbIUA, pPelke, Ha YpOBHE 0Opa30BaHMUA
nepamMuzioB. Tak, SpUTPOMO3ITUHBI OCYIIECTBJIS-
10T aHTUAPUNITO3HBIN 3G deEKT 3a cueT HHrHOUpo-
BaHUs KaJIbIMEBBIX KAHAJIOB B ILIa3MOJIEMMeE
SPUTPOIUTA. YCUJIEHHE SPUIITO3a IIPU HEZOCTaT-
K€ 3PUTPOIIO3THHOB, HA3BIBAEMOE «HEOI[UTOJIH-
30M», HAOJIIOAAETCs] y 3I0POBBIX JIIOEH, BO3-
BPAIIAIOIINXCA ¢ OOJIBIION BBICOTHI UJIM KOCMH-
yeckoro moJjiera [36, 47, 48]. Bamauc B cucreme
NpO- ¥ AHTUSPHUINTOTEHHBIX (PAKTOPOB BHOCUT
CBOH BKJIAJT B MOA/IEpKAHIE YHUCIIEHHOCTU IOIIy-
JISIIUY DPUTPOIUTOB B MepU(epPUIecKoi KPOBU
[17, 19, 36, 47].

3axJIoueHue

ITnazmosieMMa ABJIAETCA €JUHCTBEHHBIM,
a MOTOMY Ba)KHEHIIIMM CTPYKTYPHBIM KOMIIOHEH-
TOM 5pPUTPOLIUTOB, BOBJIEYEHHBIM BO BCe IIPOliec-
CBl UX JKU3HeZleATeIbHOCTU. Mopdosornyeckue
1 OMOXMMHYECKUEe MEPECTPONKH I1JIa3MOJIEMMBI
B TeueHUe >KU3HEHHOIO ITUKJIA 3PUTPOIUTA fAB-
JIAIOTCA BJIeMEeHTaMHU aJaNTalliOHHOIO Mexa-
HHU3Ma, MO3BOJIAIONIETO NOJAJEePKUBATh KJIETO4-
HBIA ToMeocTa3 U GyHKIMOHAJIBHYIO aKTUBHOCTD
9TUX (POPMEHHBIX 3JIEMEHTOB Ha IPOTSLKEHUU UX
YeThIPEXMEeCTYHOTO IPeObIBaHN B KDOBOTOKE.

70

KoH@aukT naTEpEecoB
ABTODBI 3aABJAIOT 06 OTCYTCTBUY KOH(MIIUKTA
HUHTEPECOB.

Cuaucoxk ssureparypsl /| References

Boposckas M.K. Kysueyosa 3.9., I'opoxosa B.I'.,
u Op. CTpyKTypHO-QYHKIINIOHAIIbHAA XapaKTeph-
CTHKaA MeM6paHI)I SpUTPONIUTA U €€ NU3MEHCHUA
NpU TATOJIOTMM PpAa3HOro TreHe3a. bBrosuieTeHb
BCHI] CO PAMH. 2010;3(73):334-54
[Borovskaya MK, Kuznetsova EE, Gorokhova VG,
et al. Structural and functional characteristics of
membrane's erythrocyte and its change at
pathologies of various genesis. Bulletin of the East
Siberian  Scientific  Center =SB  RAMS.
2010;3(73):334—54] (in Russian).

Bawenko B.HU., Bunvsanunos B.H., Ckpunail JI.A.,
Copokxonemosa E.@. Be3ukynanus 5pUTPOIUTOB
YeJIOBEeKa M ee POJIb B JIOHOPCKUX 3PUTPOCONEP-
JKaIUX KOMIIOHEHTaX. BECTHHK pOCCHICKON BO-
E€HHO-MEUIMHCKON aKajgeMuu. 2020; 1(69):173—
9 [Vashchenko VI, Vilyaninov VN, Skripay LA,
Sorokoletova EF. Vesiculation red blood cells. Its
role in donor erythrocytes components. Bulletin of

the Russian Military Medical Academy.
2020;1(69):173—9] (in Russian).
Heanosa O.F0. Teneeuna O.B., KononasAA.,

PuibHuxoe B.H. Koppekniua MMMyHHBIX HapyIle-
HUH U u3MeHeHHe OeIKOBO-JIUIMUHOTO CIIEKTPa
MeMOpaH ITUPKYJIUPYIOIIUX SPUTPOIIUTOB IPU
azeHoMuose. JKypHay akymrepcrBa M KE€HCKHX
6osesneit. 2018;67(6):13—23 [Ivanova OYu,
Telegina OV, Konoplya AA, Rybnikov VN.
Correction of immune disorders and changes in
the protein/lipid spectrum of circulating
erythrocyte membranes in adenomiosis. Journal
of obstetrics and women’s diseases. 2018 Dec
15;67(6):13—23] (in Russian). doi:
10.17816/JOWD67613-23

Pazynuna B.A., Joazapesa CA., Kononas HA.,
Cynusaiikuna O.A.,  Bywmuna O.H. Benkoso-
JINTIAAHBINA CIIEKTP MeMOpaHBI U BHYTPHUKJIETOU-
HBIH MeTab0JIN3M SPUTPOIUTOB NP SKCIIEPUMEH-
TaJIbHOM OCTPOM JI€CTPYKTUBHOM IIaHKP€aTUTe;
KOpPpeKIHs HapyIIeHWH IPOMU3BOAHBIMH  3-
OKCUIIUPpUJHA. BecTHHK HOBBIX MEOUIIMHCKUX
TEXHOJIOTHH. 2016;23(4):71-8 [Ragulina VA,
Dolgareva SA, Konoplya NA, Sunyakina OA,
Bushmina ON. Protein-lipidic = membrane
spectrum and intracellular metabolism of
erythrocytes in experimental acute destructive
pancreatitis; disorder correction by 3-oxypyridin
derivatives. Journal of new medical technologies.
2016;23(4):71-8] (in Russian). doi:
10.12737/23853

Pazyauna B.A. BinssHWe HEKOTOPBIX NPOU3BOJI-
HBIX 3-TUJPOIIKCUIUPUANHA HA COZAep:KaHHe
6eJIKOB ¥ JIMIIU/IOB MeMOpaHBI SPUTPOIUTOB IIPHU
SKCIEPUMEHTAJIFHOM OCTPOH WIIEMUH IeyeHH. B
MHpe HAy4YHBIX OTKPBITUH. 2016;76(4):27—41
[Ragulina VA. Influence of some derivatives 3-
hydroxypyridine on the content of proteins and
lipids of the membrane of erythrocytes at
experimental sharp ischemia of the liver. Siberian
journal of life sciences and agriculture.
2016;76(4):27—41] (in Russian). doi:
10.12731/wsd-2016-4-2



JKypnan anamomuu u cucmonamonoeuu. 2021; 10(2) ¢ Journal of Anatomy and Histopathology. 2021, 10(2)

10.

11.

12.

13.

14.

15.

16.

Cynsiixuna O.A. Komonas HA., Cepeeesa C.JI.,
Bapcyk A.A. BelKOBO-JIUIU/HBIN COCTaB MeM-
O6paHbI ¥ MeTabOIM3M SPUTPOLUTOB IIPU XPOHU-
YeCKOM JHIOMETpUTe. B Mupe HaydHBIX OTKDBI-
THH. 2017;9(2):24—40 [Sunyaykina OA, Konoplya
NA, Sergeeva SL, Barsuk AA. Protein-lipid
composition of the membrane and metabolism of
erythrocytes in chronic endometritis. Siberian
journal of life sciences and agriculture.
20172;9(2):24—40] (in Russian). doi:
10.12731/wsd-2017-2-24-40

Cynusaiikuna O.A., Illyaveunosa A.A., Bvicmpo-
ea H.A., Xopasxosa O.B. Koppekiusa HapyleHUH
COZIepKaHUA U COOTHOIIEHUA GGJIKOB U JIUIINJ0B B
MeMOpaHe SPUTPOIUTOB MPHU TUCIUPKYJIATOPHOMN
sHIebaToNaTHY Ha PA3IMYHBIX CTAAMsIX 3a00Jie-
BaHUsA. BECTHUK CMOJIEHCKOH TOCY/IapCTBEHHOM
MEOUIIMHCKON  akazeMuu.  2017;16(1):49-56
[Sunyakina OA, Shulginova AA, Bystrova NA,
Horlyakova OV. Correction of maintenance and
correlation disorders of proteins and lipids in
erythrocyte’s membrane during dyscirculatory
encephalopathy on different stages of disease.
Vestnik Of Smolensk State Medical Academy.
2017b; 16(1): 49—56] (in Russian).

Yymaxosa C.II., ¥Ypazosa O.H., 3uma A.Il., u Op.
OcobeHHOCTH (U3MOJIOTHH 3PUTPOLUTOB. I'eMo-
g3 U spurto3. [emarosoruss U TpaHcdy3unosIo-
rusg. 2018; 63(4): 343-51 [Chumakova SP,
Urazova OI, Zima AP, et al. Features of the
physiology of erythrocytes. Hemolysis and
eryptosis. Russian journal of hematology and
transfusiology. 2018;63(4):343—51] (in Russian).
doi: 10.25837/HAT.2019.51.80.003

Alper SL. Genetic Diseases of PIEZO1 and PIEZO2
Dysfunction. Current Topics in Membranes.
2017;79:97—134. doi: 10.1016/bs.ctm.2017.01.001
Andolfo I, Russo R, Gambale A, Iolascon A. New
insights on hereditary erythrocyte membrane
defects. Haematologica. 2016 Oct
18;101(11):1284—94. doi:
10.3324/haematol.2016.142463

AokiT. A Comprehensive Review of Our Current
Understanding of Red Blood Cell (RBC)
Glycoproteins. Membranes. 2017 Sep 29;7(4):56.
doi: 10.3390/membranes7040056

Asaro RJ, Zhu Q, Cabrales P. Erythrocyte Aging,

Protection via Vesiculation: An Analysis
Methodology via Oscillatory Flow. Frontiers in
Physiology. 2018 Nov  16;9:1607.  doi:

10.3389/fphys.2018.01607

Asaro RJ, Zhu Q. Vital erythrocyte phenomena:
what can theory, modeling, and simulation offer?
Biomechanics and Modeling in Mechanobiology.
2020 Feb 10;19(5):1361—88. doi: 10.1007/s10237-
020-01302-X

Badior KE, CaseyJR. Molecular mechanism for
the red blood cell senescence clock. TUBMB Life.
2017 Dec 14;70(1):32—40. doi: 10.1002/iub.1703
Bernhardt I, Nguyen DB, Wesseling MC,
Kaestner L. Intracellular Ca2* Concentration and
Phosphatidylserine Exposure in Healthy Human
Erythrocytes in Dependence on in vivo Cell Age.
Frontiers in Physiology. 2020 Jan 10;10:1629. doi:
10.3389/fphys.2019.01629

Bevers EM, Williamson PL. Getting to the Outer
Leaflet:  Physiology of Phosphatidylserine
Exposure at the Plasma Membrane. Physiological
Reviews. 2016 Apr;96(2):605—45. doi:
10.1152/physrev.00020.2015

17.

18.

19.

20.

21.

22,

23.

24.

25.

26.

27.

28.

29.

30.

Bissinger R, Bhuyan AAM, QadriSM, LangF.
Oxidative stress, eryptosis and anemia: a pivotal
mechanistic nexus in systemic diseases. The FEBS

Journal. 2018 Aug 18;286(5):826—54. doi:
10.1111/febs.14606

BlancL, VidalM. Reticulocyte membrane
remodeling: contribution of the exosome pathway.
Current Opinion in  Hematology. 2010
Feb;17(3):177-83. doi:

10.1097/MOH.0bo013e328337b4e3

Briglia M, Rossi MA, Faggio C. Eryptosis: Ally or
Enemy. Current Medicinal Chemistry. 2017 May
3;24(9):937—42. doi:
10.2174/0929867324666161118142425

Ciana A, Achilli C, Minetti G. Spectrin and Other
Membrane-Skeletal Components in Human Red
Blood Cells of Different Age. Cellular Physiology
and Biochemistry [Internet]. 2017 [cited 2020
Nov 16];42(3):1139—52. doi: 10.1159/000478769
Conrard L, Stommen A, Cloos A-S, Steinkiihler J,
Dimova R, Pollet H, et al. Spatial Relationship and
Functional Relevance of Three Lipid Domain
Populations at the Erythrocyte Surface. Cellular
Physiology and Biochemistry. 2018;51(4):1544—
65. doi: 10.1159/000495645

FrancoR, Navarro G, Martinez-Pinilla E.
Antioxidant Defense Mechanisms in Erythrocytes
and in the Central Nervous System. Antioxidants.
2019 Feb 18;8(2):46. doi:
10.3390/antiox8020046

Gabreanu GR, Angelescu S.
membrane in type 2 diabetes
Discoveries. 2016 Jun 30;4(2):e60.
10.15190/d.2016.7

Gallagher PG. Disorders of erythrocyte hydration.
Blood. 2017 Dec 21;130(25):2699—708. doi:
10.1182/blood-2017-04-590810

Gautier E-F, LeducM, CochetS, BaillyK,
Lacombe C, Mohandas N, et al. Absolute
proteome quantification of highly purified
populations of circulating reticulocytes and
mature erythrocytes. Blood Advances. 2018 Oct
16;2(20):2646-57. doi:
10.1182/bloodadvances.2018023515
Ghashghaeinia M, Koberle M,  Mrowietz U,
Bernhardt I. Proliferating tumor cells mimick
glucose  metabolism of mature human
erythrocytes. Cell Cycle. 2019 Jun 3;18(12):1316—
34. doi: 10.1080/15384101.2019.1618125

Gokhin DS, Nowak RB, KhooryJA, Piedra A de
la, GhiranIC, Fowler VM. Dynamic actin
filaments control the mechanical behavior of the
human red blood cell membrane. Pollard TD,
editor. Molecular Biology of the Cell. 2015
May;26(9):1699—710. doi: 10.1091/mbc.E14-12-
1583

Gusev GP, Govekar R, Gadewal N, Agalakova NI.
Understanding quasi-apoptosis of the most
numerous enucleated components of blood needs
detailed molecular autopsy. Ageing Research
Reviews. 2017 May;35:46—62. doi:
10.1016/j.arr.2017.01.002

Hoehn RS, Jernigan PL, Chang AL, Edwards MJ,
Pritts TA. Molecular mechanisms of erythrocyte
aging. Biological Chemistry. 2015 Jun 1;396(6-
7):621—31. doi: 10.1515/hsz-2014-0292

Huisjes R, Bogdanova A, wvan Solinge WW,
Schiffelers RM,  Kaestner L, van Wijk R.
Squeezing for Life — Properties of Red Blood Cell
Deformability. Frontiers in Physiology. 2018 Jun

Erythrocyte
mellitus.
doi:

71



JKypnan anamomuu u cucmonamonoeuu. 2021; 10(2) ¢ Journal of Anatomy and Histopathology. 2021, 10(2)

31.

32.

33-

34.

35-

36.

37

38.

39-

40.

41.

42.

43.

1;9:656. doi: 10.3389/fphys.2018.00656
Iglesias-FernandezJJ, QuinnPJ, Naftalin RJ,
Domene C. Membrane Phase-Dependent
Occlusion of Intramolecular GLUT1 Cavities
Demonstrated by Simulations. Biophysical
Journal. 2017 Mar;112(6):1176—84. doi:
10.1016/j.bpj.2017.01.030
Iolascon A, AndolfoI, RussoR. Advances in
understanding the pathogenesis of red cell
membrane disorders. British Journal of
Haematology. 2019 Jul 31;187(1):13—24. doi:
10.1111/bjh.16126
JeicanII, Matei H, IstrateA, MironescuE,
Bdlici S. Changes observed in erythrocyte cells
exposed to an alternating current. Medicine and
Pharmacy Reports. 2017 Apr 26;90(2):154—60.
doi: 10.15386/cjmed-696
KimJ, LeeH, ShinS. Advances in the
measurement of red blood cell deformability: A
brief review. Journal of Cellular Biotechnology
[Internet]. 2015 Jul 16 [cited 2020 Apr 8];1(1):63—
79. doi: 10.3233/JCB-15007
Kosmachevskaya OV, Topunov AF. Alternate and
Additional Functions of Erythrocyte Hemoglobin.
Biochemistry = (Moscow). 2018  Dec;83(12-
13):1575—93. doi: 10.1134/s0006297918120155
Lang F, Lang E, Foller M. Physiology and
Pathophysiology of Eryptosis. Transfusion
Medicine and Hemotherapy [Internet]. 2012 Oct 1
[cited 2020 Dec 1];39(5):308-14. doi:
10.1159/000342534
Larson MC, Karafin MS, Hillery CA, Hogg N.
Phosphatidylethanolamine is progressively
exposed in RBCs during storage. Transfusion
Medicine. 2017 Jan 30;27(2):136—41. doi:
10.1111/tme.12382
Leonard C, Conrard L, Guthmann M, Pollet H,
Carquin M, Vermylen C, et al. Contribution of
plasma membrane lipid domains to red blood cell
(re)shaping. Scientific Reports. 2017 Jun 27;7(1).
doi: 10.1038/541598-017-04388-z
Lew VL, Tiffert T. On the Mechanism of Human
Red Blood Cell Longevity: Roles of Calcium, the
Sodium Pump, PIEZO1, and Gardos Channels.
Frontiers in Physiology. 2017 Dec 12;8. doi:
10.3389/fphys.2017.00977
LiH, LykotrafitisG. Erythrocyte Membrane
Model with Explicit Description of the Lipid
Bilayer and the Spectrin Network. Biophysical
Journal. 2014 Aug;107(3):642-53. doi:
10.1016/j.bpj.2014.06.031
Lutz HU. Naturally Occurring Anti-Band 3
Antibodies in Clearance of Senescent and
Oxidatively Stressed Human Red Blood Cells.
Transfusion  Medicine and Hemotherapy.
2012;39(5):321—7. doi: 10.1159/000342171
Lux SE. Anatomy of the red cell membrane
skeleton: unanswered questions. Blood. 2016 Jan
14;127(2):187—99. doi: 10.1182/blood-2014-12-
512772
Monesterolo NE, NigraAD,  Campetelli AN,
Santander VS, Rivelli JF, Arce CA, et al. PMCA
activity and membrane tubulin  affect
deformability of erythrocytes from normal and
hypertensive human subjects. Biochimica et

IMToctynuia B pefjakiuio 1.10.2020

HpI/IHﬂTa B I1e4aTh 1.04.2021

44.

45.

46.

47.

48.

49.

50.

51.

52.

53.

54.

Biophysica Acta (BBA) - Biomembranes. 2015

Nov;1848(11):2813—20. doi:
10.1016/j.bbamem.2015.08.011
NarlaJ, MohandasN. Red cell membrane

disorders. International Journal of Laboratory
Hematology]. 2017 Apr 26;39(1):47-52. doi:
10.1111/ijlh.12657

Nigra AD, Santander VS, Dircio-Maldonado R,
Amaiden MR, Monesterolo NE, Flores-Guzman P,
et al. Tubulin is retained throughout the human
hematopoietic/erythroid  cell  differentiation
process and plays a structural role in sedimentable
fraction of mature erythrocytes. The International
Journal of Biochemistry & Cell Biology. 2017
Oct;91:29—36. doi: 10.1016/j.biocel.2017.08.012
Nigra AD, Casale CH, Santander VS. Human
erythrocytes: cytoskeleton and its origin. Cellular
and Molecular Life Sciences. 2019 Oct

25;77(9):1681-94. doi:  10.1007/s00018-019-
03346-4
Pretorius E.  Erythrocyte deformability and

eryptosis during inflammation, and impaired
blood rheology. Clinical Hemorheology and
Microcirculation. 2018 Aug 16;69(4):545—50. doi:
10.3233/ch-189205

Repsold L, Joubert AM. Eryptosis: An
Erythrocyte’s Suicidal Type of Cell Death. BioMed
Research  International. 2018;3:1-10. doi:
10.1155/2018/9405617

Reithmeier RAF, Casey JR, Kalli AC,
Sansom MSP, AlgueiY, IwataS. Band 3, the
human red cell -chloride/bicarbonate anion
exchanger (AE1, SLC4A1), in a structural context.

Biochimica et Biophysica Acta (BBA) -
Biomembranes [Internet]. 2016 Jul
1;1858(7):1507-32. doi:
10.1016/j.bbamem.2016.03.030

Rivera-SantiagoR, Harper SL,  Sriswasdi S,

Hembach P, Speicher DW. Full-Length Anion
Exchanger 1 Structure and Interactions with
Ankyrin-1  Determined by Zero Length
Crosslinking of  Erythrocyte = Membranes.
Structure. 2017 Jan;25(1):132—45. doi:
10.1016/j.str.2016.11.017

Trybus M, Niemiec L, Biernatowska A,
Hryniewicz-Jankowska A, Sikorski AF. MPP1-
based mechanism of resting state raft organization
in the plasma membrane. Is it a general or
specialized mechanism in erythroid cells? Folia
Histochemica et Cytobiologica. 2019 Jul
4;57(2):43—55. doi: 10.5603/FHC.a2019.0007
Zara M, Guidetti GF, Camera M, Canobbio I,
Amadio P, Torti M, et al. Biology and Role of
Extracellular Vesicles (EVs) in the Pathogenesis of
Thrombosis. International Journal of Molecular
Sciences. 2019 Jun 11;20(11):2840.

Zhu Q, Salehyar S, CabralesP, AsaroRJ.
Prospects for Human Erythrocyte Skeleton-
Bilayer Dissociation during Splenic Flow.
Biophysical Journal. 2017 Aug;113(4):900-12. doi:
10.1016/j.bpj.2017.05.052

Westerman M, Porter JB. Red blood cell-derived
microparticles: An overview. Blood Cells,
Molecules, and Diseases. 2016 Jul;59:134—9. doi:
10.1016/j.bcmd.2016.04.003

Received 1.10.2020
Accepted 1.04.2021

s yumuposarusn: Boponuxuna T.B., JlomanoBckas T.A., fAukosckuii A.H. [11a3MoieMMa 9pUTPOLIUTOB U €€ U3MEHEHUs B Teue-
HUeE JKU3HU KJIETOK. JKypHasl aHATOMUU U TUCTOIATOJIOTUH. 2021; 10(2): 62—72. doi: 10.18499/2225-7357-2021-10-2-62-72

For citation: Boronikhina T.V., Lomanovskaya T.A., Yatskovskii A.N. Erythrocyte Plasmalemma and Its Changes During the Cell
Lifespan. Journal of Anatomy and Histopathology. 2021; 10(2): 62—72. doi: 10.18499/2225-7357-2021-10-2-62-72

72



