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MUTOXOHIPUY UTPAIOT BAXHEHIIYIO PoJIb B PEIYIISILIMU FOMEOCTa3a BHYTpuKieTouHoro Ca’" y aykapHor.
[Mporpecc B pa3BUTUM MOJEKYJISIPHO-TEHETUYECKUX METOMIOB MCCJICIOBAHUS XXUBBIX CUCTEM IMO3BOJIMI
MIEeHTUDHULIPOBATE CTPYKTYPHI, obecieunBalolye crienudmdeckuii TpaHcropt Ca’" B MUTOXOHIPHSX,
cpenn kotopbix Ca?t-yuumoprep (MCU), Na'/Ca?*-o6mennuxk (NCLX) u Ca?'/H™-antunoprep
(Letm1). UccrenoBanue apXuTeKTYpHl 1 QYHKIIMOHNPOBAHMS 3TUX CHUCTEM Ha Pa3HBIX YPOBHSIX OpraHM-
3aLIM¥ KUBBIX OPraHU3MOB MOXKET IaThb MpelcTaBlIeHIe 0 BOSHUKHOBEHIHM U 3Boimonmy cucteMm Ca* ro-
MeocCTas3a, a TaKKe BBISIBUTH OOIIEe MEXaHU3MBbI PETYJISAIIUM U YIIPaBJIEeHUS 3TUMU CUCTEMaMM B HOpMeE U
narojioruu. B HacTosiieM 0630pe paccCMOTPEeHbl TAKCOHOMUYECKUE OCOOEHHOCTU CTPOEHUST U (DYHKIIMO-
HUPOBaHUS CTIEMMUIECKUIX CUCTEM TPAHCITOPTA KAJIBIIVSI B MUTOXOHIPHUSIX 9YKAapHOT, a TAaKXKe ITpUBeIe-
HbI CBUIETEIBCTBA CYIIIECTBOBAHMS TOMOJIOTUYHBIX CTPYKTYP Y MPOKAPUOTUYECKUX OPTraHU3MOB.

KmioueBbie c10Ba: MUTOXOHAPHH, TpaHcropT Ca2t, Ca2t-yuumnoprep, Na*/Ca?"-06MeHHUK, 9BOTIOLUOH-
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BBEAEHWE

Hauvano XXI Beka 03HaMEHOBAJIOCh BaXXKHBIMU OT-
KPBITUSIMU B 00JIACTU MUTOXOHIPUOJIOTUU U KJIETOU-
HOM OMOJIOTUM, CBSI3aHHBIMU C pETyJIsiueii Kalbly-
€BOro romeocrasza B HopMe W nartosioruu. Ilpexne
BCEro, OHU CBSI3aHbl C BBISCHEHWEM MOJIEKYJISIPHOM
CTPYKTYPbl U MapaMeTpoB (PYHKIIMOHUPOBAHUS OC-
HOBHBIX CHCTeM criennduyeckoro tpancnopra Ca?t,
OCYLUECTBIAIOMMX BX0A U Bbixon Ca’" U3 MUTOXOH-
npuit. OnHUM U3 niepBbIx ele B 2009 rogy 661 uaeH-
tuduunposan Ca?t/H"-o6mennuk (Letm1) [1], rox
cnyctas — Na'/Ca?*-oomennuk (NCLX) [2], omno-
cpenyowmuii oomeH Ca’" Ha Na* B MUTOXOHIPHAIX
BO30OYIMMBIX TKaHe, a Takxke MICU 1 (mitochondri-
al calcium uptake 1), onuH U3 peryjasiTOpoB BXoja
Ca?* B atu opranesursl [3]. B 2011 rony 6bl1a MAEHTH-
dupoBaHa COOCTBEHHO KaHaJbHAsl CYObEOAUHUIIA
Ca?*-yaunoprepa (MCU — mitochondrial calcium
uniporter) — GeJI0OK, OCYILIECTBISIIOIIUI BXOA MOHOB
Ca?* B MUTOXOHIPUHU U ITPOSIBJISIIOLLNIA UyBCTBUTE b~
HOCTh K PyTeHHMIO KpacHoMy [4]. B mocnenmyromme

Cmucok cokpamenuii: MCU — MUTOXOHApUATIbHbBII Ca2+—y1m—

noprep, Letml — C32+/H+-06MCHHHK, NCLX — Na+/Ca2+—
obmeHHUK, MiCU — peryiasgTopHas BOpOTHasl CyObeaWHMIIA

Ca2+—YHI/IHOpTCpa.
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2 roga ObLIM UAEHTU(MUIMPOBAHBI U OXapaKTepru30-
BaHBI €1le HECKOJIBKO PerynsaTopoB Bxoga Ca’t B Mu-
toxoHapuu: MCUb, MICU2, MCURI1, EMRE,
SLC25A23 [5—9]. Bce 3T OTKpPBITUSI NO3BOJMIIN
YCTaHOBUTB, 4TO 3a TpaHcIiopT Ca?t B MUTOXOHAPUSX
OTBETCTBEHCH LICJIBII Psif CTPYKTYpP, apXUTEKTypa U
rnmapamMeTpbl (PyHKIIMOHUPOBAHUS KOTOPBIX 3aBUCST
OT THUIIa TKaHU, a TAKXE OT BHEIIHUX U BHYTPEHHUX
¢akropos (Tadi. 1). CTouT OTMETUTH, YTO HAPSIAY CO
criennUIECKUMU MexaHU3MaMu TpaHcropTta Ca?t B
MUTOXOHIPUSIX B HACTOSIIEE BpeMsI IIMPOKO U3yva-
eTCsI CTPYKTypa U (byHKIIMOHUPOBAHUE HeCIIepu-
yeckux Ca’*-3aBUCUMBIX CUCTEM BbIXoa MOHOB Ca’"
U3 3TUX OpraHe;l — MUTOXOHJPHUAILHBIX IOp, O
(GYHKIIMOHMPOBAHUU KOTOPHIX OIYOJIMKOBAaHO MHO-
KeCTBO 3aMedaTeabHbIX 0030pos [10, 11].

B OobIIMHCTBE MCCASOOBAaHMIA, ITOCBSIIEHHBIX
W3YYCHUIO MOJICKYISIDHBIX CTPYKTYp, OTBETCTBEH-
HBIX 32 crienuduieckuii paHcnopt Ca?t B MUTOXOH-
JIPUSIX, B KAYECTBE JTA0OPATOPHBIX SKMBOTHBIX MICITOIb-
30BaJINCh B OCHOBHOM MJICKOITUTAIOIINE WIN IPYryie
MoJeJIbHbIE KMBOTHBIC. MexXay TeM, HeoOXOTUMO
OTMETUTH, 4TO TpaHcopT Ca>" B MUTOXOHIPUSIX 00-
HapyXeH Yy IpeacTaBUTeIe MPaKTUIECKN BCEX TaK-
COHOMMYECKHX TPYIN 3YKApUOTUYECKUX OpPraHu3-
MOB (TabJj1. 2). DTo MoATBEPKIAaeT U aHaJU3 COBpe-
MeHHbIX 0a3 naHHbIX (Pubmed, Pfam, Uniprot, u
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IpyTHEe), B KOTOPHIX, ITO KpaitHeil Mepe Ha ypOBHE re-
HOB, MOXHO ITONBITAThCS MOHATh 3aKOHOMEPHOCTH
MOSIBJICHUS WJIM MICUE3HOBEHUSI TEX WJIM MHBIX CTPYK-
TYP MUTOXOHIPUAILHBIX CUCTEM BXOJAa M BBIXOJA
noHoB Ca?' B pasiIMuYHBIX TakcoHax. [Ipu 3TOM
dyHkunoHuposanue Ca2t-TpaHCIIOPTUPYIOLLUX CU-
CTEM MUTOXOHIPUII pa3aindaeTcss He TOJILKO MEXIY
TaKCOHAMM, HO 3a4acTylO JaXke B Ipeaeiax OJHOIO
KJ1aCCa XXUBBIX 3YKApUOTUUECKUX OPraHU3MOB. B Ha-
CTOSIIIEeM 0030pe MBI ClIelald MTONBITKY CUCTeMAaTH-
3UpOBaTh TaHHBIE KaK O CTPYKTYPHBIX, TaK U O (PYyHK-
LUOHATBHBIX OCOOEHHOCTSIX CUCTEM CITeIN(PUIECKO-
ro tpaHcropra Ca’" B MUTOXOHAPUSAX PAa3IUYHBIX
TAaKCOHOMMYECKUX TPYIIT 3YKApUOT, a TaKXKE BBI-
SIBUTb IIpeaIiojiaracMble TOMOJIOTMYHBIE CTPYKTYPHI Y
MPOKAPUOTUYECKMX OPTaHM3MOB.

TAKCOHOMMNYECKHNE OCOBEHHOCTHU
Ca?*-YHUITIOPTA B MUTOXOHOPUAX

CorylacHO COBpPEMEHHBIM TPEICTABICHUSIM, MU-
TOXOHApUANbHBI Ca?"-yHUIIOpPTED MJIEKOIUTAIO-
LUX MIPEeACTaBIsSICT U3 ceOsl KOMILIEKC OeJIKOB, chop-
MUPOBaHHBIII U3 MEMOpPaHHBIX IMOPOOOPAYIOIINX
komnoHeHToB (MCU, MCUDb) u cBa3anubix ¢ MCU
peryrsitopoB — MICUL,2, EMRE, MCURI1 u ap.
(tabm. 1). Bmecte ¢ Tem, mo-sunumomy, auinb MCU
nu MICU1 gBasioTCsI OCHOBHBIMM KOMITOHEHTaMU
MUTOXOHAPHANBLHOrO TpaHcrmopra Ca’", MOCKOIBKY
TOJIKO OHM TIPUCYTCTBYIOT BO BCEX OCHOBHBIX 3BO-
JIIOLIMOHHBIX BETBSIX BYKApUOT, Y KOTOPbIX OOHApY-
keHo nortouieHne Ca?t muroxoHapusamu (tabm. 2)
[12]. B 11enoM, st BCeX XOPIOBBIX XapaKTepHA CXO-
Xasi cTpyKrypa yHumoptepa [13]. Kak ykazaHO BHI-
11Ie, TPAHCHOPT KaJblMsl HanuboJiee N3ydyeH y MJIEKO-
MMUTAIOIINX, YTO OOYCJIOBJIEHO BaXXHOCTBIO PETyJIsi-
LIMU KaJIbLIIMEBOTO TOMEOCTAa3a B KJIETKE KaK B HOpME,
TaK U MPU TAToJIOTMYeCKUX mpolieccax. JaBHO u3-
BECTHO, YTO MUTOXOHIPUM Pa3HbIX XOPAOBBIX (MJe-
KOTIMTAIONINX, IITULI, PEIITUINIA U PHIO) CIIOCOOHKI C
BBICOKOI apUHHOCTBIO TpaHcropTupoBaTrh CaZt B
matpukc [14—17]. IIpouecc nornomenus: Ca>" yepes
Ca’"-yHumnoprep MPOUCXOOUT 10 TPATUEHTY DSJIEK-
TPOXMMHUYECKOTO MOTEHIIMalla, KOTOPbIM MOXET Te-
HEpUPOBAThCS KaK MPU OKHUCJIEHUM CYyOCTPaTOB Jbl-
XaHusl, TaKk M akTuBauuu ATP-a3HOIl aKTUBHOCTHU
MUTOXOHApUiA. CeNeKTUBHbBIM HEKOHKYPEHTHBIM
unruouropom Ca’*-yHunoprepa ABIsSETCS PyTEHUIA
KpacHBIii, a Takke ero rmpousBogHoe — Ru360. Kpo-
Me 3Toro, nornoieHue Ca?" nmomapisieTcs TaHTaHO-
unamu, Mg?* u IpyrumMu 1ByXBaJleHTHBIMU MeTaJlla-
mu, a tTakke ATP (mogpobHee B o630pax [18, 19]).
CTOUT OTMETUTh, YTO CKOPOCTb TPaHCIIOpTa MOHA
MOXET CUJILHO BapbMpPOBaTh Jaxe B IpeesiaX OMHO-
ro kiacca. Tak, ckopocTb norowenust Ca2* Muro-
XOHJPUSIMU TI€YEHU ToJydeil 3HAUUTETbHO HUXE,
yeM MutoxoHApusMu Kypunsl [20]. I[TomodHast kap-
THMHA HaOJI0JAaeTCsl U y HU3IIMX MO3BOHOYHBIX, Ha-
MpUMep, penTuinii [14], 4To MOXET OBITH CBSI3aHO C
OoJiee HU3KUM YPOBHEM MeTa0OINYEeCKO aKTUBHO-
ctu. KpoMe TOro, M3BeCTHO, 9TO Y THOSPHUPYIOIINX
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MJIEKOTIUTAIOIIMX TPOUCXOIUT TONaBIEHNUE TpaHC-
IOopTa KaJblus W ApyTuX MOHOB [21]. MoxkHO mpen-
MOJIOXKUTb, YTO TAKUE Pa3IUUUS MOTYT ObITh CBSI3aHbI
KakK ¢ MOoJaBJIeHUEM OKUCIUTEIbHOTO METab0IU3Ma,
TaK U C U3BMEHEHUSIMU B COOTHOIIEHUY KaHAJIbHBIX U
PETYISITOPHBIX CyObeTUHUIL YHUTIOpTEpa. OTHAKO O
MOMOOHBIX UCCIEIOBAHUSIX HAa HACTOSIIMIA MOMEHT
HUYEro He U3BECTHO.

HanHble 0 TpaHcropre noHoB Ca’" y MHormx
IPYII 0€CITO3BOHOYHBIX XKUBOTHBIX HOCSIT JOCTATOY -
HO pa3po3HeHHHBIN xapakTtep. CornacHo [14] muto-
XOHIPUM WICHUCTOHOIMX, B YACTHOCTHA HACEKOMBIX
(Phormia regina), HEe CHOCOOHBI aKKyMyJIHMPOBaTb
Ca’", B 10 Xe Bpems mokaszaHo [22, 30], uTo MuTO-
XoHApuu nukan Magicicada septendecim crioOCOOHBI C
BBICOKOI a((dUHHOCTBIO TpaHcroprupoBaTh Ca’’.
HaubGosiee moagpoOHO MexaHM3M TpaHCIIOpTa Kajlb-
LI1$1 UCCIEN0BaH B MUTOXOHApUsX Drosophila melan-
ogaster. IloxkazaHo, 4TO JISI MUTOXOHIPUIA 3THX Ha-
CEKOMBIX XapaKTepeH MeXaH13M BEICOKOa((MUHHOTO
tpancnopra Ca?*, KOTOpHIii, KaK U y XOPIOBbIX, ITPO-
SIBIISIET YyBCTBUTEIILHOCTH K PYTEHUIO KpacHOMY [23,
31]. IIpu 3TOM CTOUT OTMETHUTH, 9YTO TToMUMO MCU,
MUTOXOHIpUu D. melanogaster conepKar Takxke pery-
nsatopHble cyobenuHuiibel EMRE [24, 32] u MICUI1
[25, 33], Ho He MCUb. CnocoOHOCTh K 3HEPro3aBu-
CUMOMY TPaHCIIOPTY KaJbIUsI OOHApy>KeHa TakXke y
pakooOpa3HbIX (Lepidophthalmus louisianensis n Arte-
mia franciscana) [26, 27, 34, 35]. I[1pu 3TOM T'eHbI, KO-
mupytomre MCUb u EMRE, oTcyTcTBYIOT y MHOTHX
YJICHUCTOHOTMX U HeMatox [28, 36].

MUTOXOHIPUM HUBMINX 3YKAPUOT, B YACTHOCTU
npocreimmx (KMHETOIIaCcTUIbLl 1rypanosoma cruzi,
Leishmania mexicana, L. agamae, L. donovani,
Crithidia fasciculata, T. brucei u Herpetomonas sp.),
MOAOOHO MMTOXOHIPHUSIM XHUBOTHBIX CITOCOOHBI K
3J1eKTporeHHoMy roromeHnto Ca?*, KOTopblii 4yB-
CTBUTEJIEH K PYTEHUIO KPAaCHOMY 1 00J1alaeT HU3KOM
addunHOCTBIO [29—32]. B Mutoxonapusix L. brazil-
iensis Takke BBISIBIICH HM3KoadOUHHEIN 3HEpro3a-
BUCHUMBIIA MEXaHW3M TPAHCIIOPTa KaJIbLUS, IIPOSIB-
Jsmonuii vyBctBUTEIbHOCTH K FCCP [33]. [TomuMo
KuHeToractua romojiorn MCU HaiigeHBI y ame00-
dnaremnsat (Naegleria gruberi), oomuuietoB (Phytoph-
thora infestans) n nadysopuii (Tetrahymena thermo-
phila). Tlokazano, yro MCU T. cruzi npencraBisieT
coboit benok Maccoit 30 k/1a. Y T. cruzi HaiineHBI TaK-
Xe peryisaTtopHble cyobenuanibl MCUb, MICU1 u
MICU?2, Ho He EMRE [34]. Kpome Toro, ooHapyxe-
Hbl YHUKaJIbHbIE CyObenMHMIIbI, Ha3BaHHbIe MCUc
n MCUd, xapakTepHble TOJbKO IJISI TPUIIaHOCOMA-
tun [35]. UaTtepecHo, 9yTo MutoxoHapum 1. cruzi ¢
HOKayTOM reHa, komupytoiiero MCU, ObL1M HecIio-
co6HbI nornowars Ca?t. Hokayr MCUDb npusoau K
a”HajoruyHoMy 3¢ deEKTy, ¢ IPYroil CTOPOHLI, CBEPX-
skcripeccuss MCUD B kitetke 7. cruzi akTMBHUpOBaJa
KaJIbIIMEBBII TpaHCHOPT B MUTOXOHAPUX [36]. Cro-
UT OTMETUTh, 4To romonoru MCU He HalimeHbl B
JIPYIrMX OCHOBHBIX JUHUSX NPOCTEHMINNX, BKIIIOYAs
cniopoBUkoB (Plasmodium spp., Toxoplasma gondii,
Cryptosporidium spp., Eimeria spp.) 1 Ipyrux ayKapu-
Ne 4
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OT UMelIIUX MUTOCOMBI (Giardia intestinalis, Tricho-
monas vaginalis, Entamoeba hystolitica) [12].

B mutoxoHapusix rpuboB Yarrowia lipolytica n
Saccharomyces cerevisiae OTCyTCTBYeT MEXaHU3M T10-
[JIOIIEHWS KaJblUsl, YyBCTBUTEJIBLHOTO K PYTEHUIO
KpacHoMmy [37, 38]. D10 coriacyeTrcsl ¢ JaHHBIMUA 00
orcyrctBuM MCU y apoxckeBbix rpuooB [12]. B To
K€ BpeMsl, B MUTOXOHAPUSIX HOpoxkeill Endomyces
magnusii 1 Dipodascus magnusii UMEIOTCSI IPYTHUE Me-
xaHu3Mbl TpaHcniopra Ca?*, akTUBUpYeEMbIE PYTEHU-
eMm KpacHbIM [38—40]. ITpu aTom romosioru MCU u
MICU o6Hapy:XeHbl BO MHOTHX T'pubax, BKIIOYast
MHorue 0a3uAMOMUIIEThl U pPaHHEE OTBETBJIEHUE
XUTPUINOMULIETOB (Allomyces macrogynus) [12].

CriocoOHOCTh MUTOXOHIPUI pacTeHHWii, B 4acT-
HOCTU KYKYPY3bl, MOIJIOIIaTh UOHBI KaJbliUs BIEp-
BbIe oOHapykeHa Oosee 50 jer Hazang [41]. OgHAKO
JIaJbHEeNIe MCCIeIOBaHUs BBISBUIM IIPOTHUBOpPE-
YUBYIO KapTUHY. MUTOXOHApPWHU, BbIICIACHHEIC W3
OOJBIIMHCTBA PACTEHUU, ObLIM CHOCOOHBI TIOTJIO-
1aTh JOOABJICHHBIN Kanbluii [42, 43], npyrue, Ha-
IpUMep OBEC, TaKOW CITOCOOHOCTBIO HE 00Jamann
[44,45]. TpaHCcOPT Kaablys B MUTOXOHAPUY pacTe-
HUIi TpeOyeT SHEepIru3aluy OpraHesijl U MOoAaBIsSIeTC s
B IPUCYTCTBMU WHTMOUTOPOB ABIXaTEJIbHOM LENH,
Takux Kak aHtTumMuuH A, KCN, u NaN; [42]. TTo-

roweHne Ca’t B MUTOXOHAPUSX PACTEHUIA MOXET
OBITh OMOCPeNOBaHO HU3K0AMMOUHHBIM SHEPro3aBu-
CUMBIM P;-3aBUCHMBIM CUMIIOPTOM, KOTOPBIi1 Xapak-
TEPU3YETCsI HU3KOI MJIX BOBCE OTCYTCTBYIOILEHN UyB-
CTBUTEJILHOCTBIO K PYTEHHMIO KPaCHOMY 1 JIAHTAaHOM -
nam [40, 43, 46, 47], uim Ke 00yCIOBIEH YHUIIOPTOM
Ca?" [48]. [Toka3aHO, YTO LIMKJIOCTIOPUH A MIHTUOUPYET
tpaHcnioptr Ca’>" B mutoxounpusix Citrus sinensis [49],
YTO, BO3MOXKHO, CBSI3aHO C BiIustHueM Ha M PT-1opy.

B reHomax HECKOJIBKUX BHUIOB pPacTeHUIA OBLIN
uneHTuduurpoBaHsl romosoru MCU [50, 51]. B re-
HoMe Arabidopsis 0OHapy>XeHO 1IeCTh TEHOB TOMOJIO-
roB MCU XMBOTHBIX, PSII N3 KOTOPHIX, KaK MPEaIio-
JlaraeTcsi, acCCOIMMPOBAHbI C XxJoporuiactamu [12].
K HacTosimeMy BpeMeHM OXapaKTepu30BaHBI JIMIIb
nBa romosora (AtMCU1 u AtMCU?2) [52, 53], noka-
JIM30BAaHHBIX B MUTOXOHJIPUSIX, KOTOPbIC, KaK Mpe/I-
roJiaraeTcsi, sSIBJISIIOTCS KaHaJIbHBIMU CyObeIUHUIIA-
MU. ¥ 3TUX pacTeHUI B Ciiyyae OTCYTCTBMSI WM, Ha-
oboport, cBepxakcnpeccun AtMCUI1 HaOmomaeTcs
YrHETeHHe pocTa KOpHs Ha (oHE M3MEHEHUS YIb-
TPacTPyKTypbl MUTOXOHApMiA [52]. YcTaHOBIECHO,
yTo HoKayT AtMCU?2 nmpuBOAUT K HApYIIEHUIO MPO-
pacTaHUs MBUIBLIEBBIX 3€PEH Y paCTEHU 3TOro BUIa
[53]. KpoMe TOro, B MUTOXOHIPHUSIX PACTEHUI B 3a-
BHCHUMOCTHU OT BUAa OOHApy>XEHBI OMMH WJIN JIBa T'O-
monora MICU, a takxke MCURI1 [54]. Iloka3aHo,
uto Arabidopsis nmeeT TonbKo oguH reH MICU, u Ho-
KayT 3TOro reHa CyIleCTBEHHO BIIMSICT Ha JUHAMUKY
Ca?' B MutoxoHnpusax [55]. Poms MCURI B TpaHc-
IOPTE KAJIbLIUS B MUTOXOHIPHUSIX PACTCHUI SIBISICTCS
MIPeaIMETOM OUCKYCCUM, TOT OEJIOK TaKXKe paccMmar-
puBaeTcsl Kak (hakTop COOPKU LUTOXPOMOKCHUIA3I
[56, 57]. HemaBHO MOKa3aHO, YTO OJUH 13 TOMOJIOTOB
MCU A. thaliana, a mmenno MCU 1, crtocobeH ¢op-
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mupoBath Ca’*-cejleKTUBHBIE KaHaJIbl TP BCTPau-
BaHUU B OMCJIOWHBIC JUMUIHBIE MEMOpaHBI, KOTO-
pble MHTUOUPYIOTCS pyTeHrueM KpacHbIM 1 Gd3* [52].
I1pu aTOoM B MuToxoHapusix A. thaliana MICU nipen-
CTaBJIsIeT co00ii (pyHKIIMOHaIBbHBIN romoyior MICU2
MUTOXOHIPUI MJIEKOTIMTAIOIINX, KOTOPHIM MHTUOU -
pyer MCUI [52, 54]. YcTaHOBIIEHO, YTO KaK HOKAYT,
Tak u cBepxakcipeccust MCU1 B A. thaliana npuBo-
IUT K UBMEHEHUIO YJIbTPaCTPYKTYpbl MUTOXOHIPUIA
kjeTtok KopHst (MCU1 skcnpeccupyeTcsi UMEHHO B
KOPHSIX paCTe€HMIA) X YTHETAeT POCT 3TOro opraHa [52].

HenaBHO B MUTOXOHAPUSIX pacTeHMIA OOHAPY KN
mIyTamar-3aBucuMble KaHaiabl GLR3.5, crmocoGHbie
tpaHcniopruposatb Ca?". Pactenus A. thaliana, B KoTo-
PBIX 3TOT IIEPEHOCYMK OBbLT TeHETUIEeCKI MHAKTUBHUPO-
BaH, OTVIMYAIMCh HU3KOM 3(h(heKTUBHOCTHIO ITOIJIOIIE-
HUs KaiabLus [58]. B To 3ke BpeMsi OTCYTCTBYIOT IIPSIMbIE
JIoKa3aTeJIbCTBA YJyacTUsl TOro Oenka B TpaHCIIOpTE
Kaiblss mMutoxoHapusimu. Ilpenmosaraercsi, 4ro B
mutoxoHnpusix pacteHuit GLR3.5 moxer ¢yHKIIMO-
HUpOBaATh ITOmOOHO TiyramMmaTHBEIM NMDA-penernro-
paM, JIOKaJIM30BaHHBIM B MUTOXOHIPUSIX HEMPOHOB
MJIEKOIIATAIOLIMX U CITOCOOHBIM nepeHocutsb Ca?* [59].

CTouT OTMETUTh, YTO HAIWYME MPEAIoIaraeMbIX
TOMOJIOIOB KaHAJIbHOM CYObeOAWHUIIBI YHUIIOPTEpA
(MCU) npeacka3aHo TakxKe IJIsl psiga IMpoKapuoTU-
yeckux opranu3moB. Tak, nmpeacTtaBUTeNIN OaKTe-
pounoB/xnopoouii (Prevotella oris, Chlorobium
phaeobacteroides u Cytophaga hutchinsonii) conepxat
npennonaraembeie romonoru MCU. Boiee Toro,
npeackazaHo, uro C. hutchinsonii UMeeT aHAJIOIM4Y-
HYIO 3yKaphoTaM OpraHM3aluio JoMeHa U HaJludue
OCHOBHBIX CyObEAMHUII, HEOOXOOUMBIX IJIsI TpaHC-
nopTa Kanblus [ 12]. JlaHHBIE TOCISTHNX UCCIIeI0BAa -
HI 1ToKa3beBaroT, 94To MCU 3yKapmoT TOMOJIOTHY -
Hbl Mg?*-nepeHocunkam mnpokapuot [60]. Crowur,
OIHAKO, OTMETUTh OTCYTCTBME Ha CErOAHSIIHUIA
JIeHb CBeAcHUI 00 n3ydeHnn (PyHKIIMOHAIBHON aK-
tuBHOCTU Ca’*-celeKTUBHBIX KAHAJIOB Y IPOKAPUOT.

Takum o6pa3zoM, HECMOTPS Ha TO, YTO MpaKTUYe-
CKM y BCEX BYKApUOTHMUYECKMX OPraHU3MOB OOHapy-
KeHo nornouieHre Ca>" MUTOXOHIPUSMU, STOT IIPO-
1IeCC OYEHb CUJIbHO OTJIMYaeTcsi B 3aBUCUMOCTU OT
BUIA XXMBBIX OpraHu3MoB (Ta6ia. 2). 'omomornyHbie
YHUMIOPTEPY CTPYKTYPHI BbISIBJIEHBI B MEMOpaHax psi-
J1a mTpoKapuoT. MoXHO TPeAIIoN0XUTh, UYTO MOA00-
HbI€ OpraHU3MBbl MOTJIY BBICTYNATh B KAUeCTBE SH/0-
CUMOMOHTOB TIEPBBIX 3YKApMOT. Y OOJBIINHCTBA
pacTeHU, psija MPOCTeHIINX U HEKOTOPBIX HUBLINX
JKMBOTHBIX KaJbLIME€BbI YHUTIOPTEP NIPEACTABIEH He
TOJIBKO KaHaJIbHOM cyobeanHulieit MCU, HO u pery-
gsitopHoii MICU. JIumb y BBICOKOPA3BUTHIX KMHE-
TortacTu nosisisieTcs napajior MCU — MCUDb, ur-
paolIMid BaXXHYIO PETYJSITOPHYIO POJIb B TPAHCIIOPTE
nonos Ca’" B Mutoxonapusx [5]. Dr1o, o Beeil BU-
IUMOCTH, OOYCJIaBJIMBAa€T CXOXECThb IapaMeTpOB
tpaHcrnopra Ca’" MUTOXOHAPUSMU KUHETOILIACTUL
U KMBOTHBIX [29—32]. 1711 MUTOXOHIPUIL )KBOTHBIX
XapaKTEepHO HaJIMYME MOJTHOro Habopa CyObeIUHUI]
KanpliieBoro yHumoptepa, Bkiaoyas EMRE wu
MCURI, xotopeie GOPMUPYIOT W NOIIECPKUBAIOT
Ne 4
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(GYyHKIIMOHUPOBaHUE €AMHOT0 KOMILUIEKCa YHUIIOp-
tepa (MCUC — mitochondrial calcium uniporter
complex), obecreynBaloero BbICOKOI(PDDEKTUB-
HBbIii CEJIEKTUBHBIN TPAHCIOPT KAJIbIIMSI B OpTaHe bl
[28]. I1pu »TOM cUyuTaeTCsI, YTO COOTHOILICHUE pa3-
JIMYHBIX CYOBEIWHUI OPYT K IPYTry (IpeXIe BCETO
MCU/MCUb, MCU/MiCUI u MiCU1/MiCU?2)
ornpenesieT KWHEeTUYeCcKue napamMeTpbl TpaHCIOpTa
Ca?* B opraHesiax pa3HbIx TKaHeil [28].

OTnenbHOro BHMMAHMS 3acy>XMBaeT cHCTeMa
TpaHCHOPTa KaJIbLIMSI B MUTOXOHIPUSIX TpuOoB. Hau-
0osiee JpeBHUE BETBU ITHMX OPraHU3MOB, B YACTHO-
CTU, XUTPUANOMUIIETHI, TAKXKE COAEPKAT KAHATIbHYIO
cyobrenuauiyy MCU n perynssitopayio MICU [12].
OnHako B XO/€ 3BOJIIOLIMU Y (PUIOTEHETUYECKU MO-
JIOIBIX BeTBel (ackomuleT u 6azuauomuiiet) MICU
MCYE3aeT, a Y CaXapOMUILIETOB U BOBCE IPOUCXOIUT
MOJIHAS JIMMUHALIMS CTPYKTYPbI KaJIbIIMEBOTO YHU-
noptepa [12], 9To, MO BCcell BUANMOCTHU, CBI3aHO C
yTpaToil 3HaueHUs1 KaJIbLIMEBOTO TPAaHCIOPTA.

TAKCOHOMMWYECKHWUE OCOBEHHOCTHU
MEXAHHW3MOB CITEHM®HUYECKOI'O
BBIBPOCA Ca** U3 MUTOXOHAPUU

MuUTOXOHAPUM, KaK U3BECTHO, CITOCOOHBI HE TOJIb-
KO IOIJIOLIATh, HO U BhIOpackiBath Ca’". banaHc B pa-
00Te MUTOXOHIPUAIBHBIX CUCTEM BXOJa M BBIXOJA
KaJIblivsi, 00eCIieurMBaeMblii CIaXKEHHOI paboTOi 9THUX
CHUCTEM, HEOOXOIUM IS TTOAAEPXKAHUS BHYTPUKIIETOU-
HOTo KaJIbIIMEBOTO romeocra3a. CumTaercsi, YTO BbI-
6poc Ca?t B MUTOXOHAPUSIX MJIEKOIIUTAIOLLINX obecIIe-
yuBaeTCs NBYMsI CUCTEMaMU Na't-3aBUCUMBIM 1
Na'-He3aBUCHMBIM  BBIXOOOM, OCYIIECTBIISIOIMMI
o6MeH Ca?" Ha Na®™ u H* coorBerctBeHHO. [TokasaHo,
YTO 3TU CHUCTEMBI 00ECIIeUMBAIOT MEIJICHHBII BHIOPOC
KaJIbLIMS U3 OpraHejil — CKOPOCTh TPaHCTIOPTa UOHOB
yepe3 HUX 3HAYMTENIbHO YCTYIAeT CKOPOCTH TOTJIONIe-
HUS KaJTbIIYS Yepe3 KaTblIMeBbIi yHumoptep [61, 62].

IepeHocunk, oTBeTcTBeHHBIA 3a Na'/Ca?'-06-
MeH (60 x/la), 66U mnenTudunpoBad B 2010 romy
KaK aHTUIIOpTep BHYTpEeHHE MeMOpaHbl MUTOXOH-
IpUii, CIIOCOOHBIA BeIOpackBaTh MOH Ca?t B 0OMeH
Ha vonbl Na* mmm Lit (NCLX — Na*/Li*/Ca®" ex-
changer) [2]. OH IpUHAIEXUT K CYIIEPCEMEMCTBY
Ca’"/kaTuoH " -aHTUIIOPTEPOB, KOTOPBIE OOECIIEYM -
BaloT 00MeH MoHOB Ca’' Ha Kakoii-mubo OmHOBa-
nentHbIil kKatnod (Na‘t, Lit, K* wiam H*) [63]. B or-
amane or Na'-3aBUCHMMOIO IyTH BBIOpPOCAa HMOHOB
Ca’" U3 MUTOXOHIPHIA HE CYLIECTBYET EAUHOIO MHE-
HHS O CTPYKTYpPE, OTBETCTBEHHOM 3a Na'-He3aBHUCH -
MBIl BEIOpoC noHa. Posibs Ca?t/H'-o6MeHHMKA, KaK
MOJIaraloT, MOXeT BBHITOTHATH Letml [64]. Takum
o0Opa3oM, MpearoaaraeTcs, 4YTo 3TOT OEJIOK B 3aBUCHU -
MOCTU OT YCJIOBMiIi MOXeT TpaHcmoptuposath Ca?*
KaK B MUTOXOHIIpUU, TaK 1 U3 HUX.

Kax BunHO u3 tabit. 2, cucrema Bbiopoca Ca* us mu-
TOXOHIPUIT OOHapyKeHa Y MHOTHUX KJIACCOB ITO3BOHOY-
HBIX, TIPMUYEM 3TO KacaeTcst Kak Na'-3aBICHMOro, TaK 1
Na*-He3aBucumoro MexanusMoB. Hammare mexanmnsma
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BBIXOOa Kb, TTomooHoro NCLX MileKonmmTaroninx,
MoKaszaHa B MuToxoHApusix D. melanogaster [23].

V kuneroruiactoB (7. cruzi) ooHapyxeH Na'-He-
3aBucuMblii MexanusMm Ca’>"/H*-obmena [32]. Dro
corjacyeTcsl ¢ TaHHBIMU (DUJTOTEHETUYECKOTO aHa-
JIu3a, CBUACTEIbCTBYIOIIMMU 00 OTCYTCTBUM OPTOJIO-
roB NCLX y paHHux a3ykapuoT [65] (Tabi1. 2).

YcraHoBieHO, 4YTO TreHOM Arabidopsis KogupyeTt
MSITh TOMOJIOTUYHBIX OEJIKOB, KOTOPbIE OTHOCSITCS K
Ca’"/katnon*-oobmMeHHukam [66]. ITpeanonaraercs,
YTO 3TH OEJIKU UTPAIOT POJib B KJIE€TOUYHBIX CUTHAJIb-
HBIX TIYTSIX, HE CBSI3aHHBIX C MUTOXOHIAPUSMU.
Brixon Ca?* u3 MUTOXOHAPUI paCTEHU I MOXKET ObITh
obycioBieH Na'-He3aBUCHMBIM MeEXaHHU3MOM
Ca?*/H"-o6meHa [67]. Tenom Arabidopsis conepxut
nmBa reHa, romoyiornaHbIx LETM 1. I1pu sToMm pacte-
HUS$ C TeHETUYECKUM HOKAyTOM 3TUX JBYX T€HOB Obl-
JIU HEXXU3HECTIOCOOHBIMH [68]. HacTMUHbBII HOKIAayH
LETM B nunuu letm 1- 1-/~ LETM2-1"/~ He Bausin Ha
MOPGOJIOTUIO MUTOXOHIPHIA, HO CHIXKAJ 3(p(heKTUB-
HOCTh TpaHcHopTa 0elKoB B opraHeimax [68]. ITo-
NOOHBIN 3(hheKT 0OHApYXKEH TaKXkKe y APOXKeu, 11s
KOTOPBIX XapakTepHo otcyrcTBrie LETM1 [69].

SAKIIIOYEHHME

UccnenoBanus nociaegHux 10 jger, cBI3aHHBIE C
UaeHTUUKALMENR CTPYKTYP, OTBETCTBEHHBIX 33 TPAHC-
mopT noHoB Ca’" B MUTOXOHAPHUAX, TIO3BOJIWIN IIE-
PEOCMBICINTh HaKOIUIEHHBbIE 3a 60-JIETHIOI KCTO-
pMIO BoIIpoca JaHHbIE U IIOHSTh, YTO JIEKUT B OCHOBE
CITOCOOHOCTU MUTOXOHAPUI TEX WJIM MHBIX OpraHU3-
MOB TpaHcroptuposaTb noHsl Ca’". B Hacrosimem
0030pe MBI TIOIBITAIUCH OOOOIIUTHL MMEIOIINECS
naHHble. MOXHO OTMETUTh, YTO B (pUJIOTEHE3E IO
MMOCTEIIEHHOE YCIOXKHEHME CTPYKTYPBI MUTOXOHIPH -
anbHOro Ca?*-ynunoprepa. Hauas ¢ nByx cyobenu-
HUIL, MUTOXOHIPUAJIILHBIM KaJblLIMEBBIM YHUIIOPTEP
“obBemMBAaJICI” HTOMOJHUTEIBHBIMUA OCJIKaMU, IO-
CTUTHYB “COBepIIIeHCTBA” Yy ITO3BOHOYHBIX XMBOT-
HBIX, KOMIUIEKC YHUIIOPTEPA Y KOTOPBIX HACUMTHIBA-
eT B HacTosllee BpeMsl ceMb cyobeauuul. OmHa u3
OCHOBHBIX IIPUYUH (POPMUPOBAHUS TAKOM CTPYKTY-
pPBl KpOETCsl, BEPOSITHO, B COBEPIIEHCTBOBAHUU U
YCJIOXKHEHUM BHYTPUKJIETOUHBIX CHUTHAJIbHBIX CHU-
CTEM IO3BOHOYHBIX XKUBOTHBIX U poJjiu MoHOB Ca’’ B
9TuX cuctemax. O MOoTpeOHOCTH B MEeXaHU3MaX TOH-
KOM HACTPOMKU pEryaupoBaHusl KOHLEHTpaLuu
Ca’" B KJIeTKE MOXET CBUIIETENILCTBOBATD U TIOSIBIIE-
HY€ JIUIIb Y CJIOXKHOOPTaHU30BaHHBIX JKUBOTHBIX CH-
crembl Nat/Ca?"-o6MeHHUKa. JIeiCTBUTEILHO, JaH-
HbIe MHOTOYMCJICHHBIX HCCJIEIOBAHUII CBUICTECIb-
CTBYIOT O BaXHOCTM MEXaHU3MOB TpaHcropra Ca?t
MUTOXOHIPHUSIMU B PETY/ISLIMM I'OME0OCTa3a BHYTPU-
kierouHoro Ca?" y mo3BOHOYHBIX XKMBOTHBIX. BMme-
CT€ C TEM D3BOJIOLIMS HEKOTOPHIX OTIAEJIOB IprOOB
[IUIa 0 JIMHWUM YIIPOILIEHUSI CTPYKTYPhI, IPUBEAS K
IMOJTHOMY MCYE3HOBEHMIO CTPYKTYP, OTBETCTBEHHBIX
3a TpaHcnopT Ca2t y ApoxCKei.
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HecMoTpss Ha TO, 4TO CTPYKTypa KaJbLIEBOTO

YHUIOPTEpPA YCTAHOBJICHA, OCTAJOCh €llle MHOTO He
BBISICHEHHBIX BOIIPOCOB, BKITIOUAs OIpeIeICHIE apXU-
TEKTYpPBl MUTOXOHIApUAIBHBIX Ca?t-TpaHcnopTupyo-
IIMX OEJIKOB Y OPTaHM3MOB Pa3IMYHbIX TAKCOHOMMUYE-
ckux rpyrmi. KpoMme Toro, He MeHee BaXKHBIM OCTaeTCSI
BOIIPOC O MEXaHMU3MaX PEryJISIUM U YIIPaBICHUS 3TH-

MU

CUCTEeMaMU y OPTaHU3MOB, CITIOCOOHBIX IIEPEHOCUTh

HeOIarorpusITHhIe yciaoBUsl. Bo3aMOXKHO, 3T HJaHHBIE
MOTYT CITOCOOCTBOBATh pa3pabOTKe CcTpaTernii 00pLObI
C HEKOTOPBIMHU 3200JI€BAHMSIMU Y€JTOBEKA.

Pabora BeImoiHEHa TTpY (PrUHAHCOBOM MOAAEPKKE

PH® (Ne18-75-00011 (rnasa 1)), POD®U (Nel18-315-
20011) m MuHucrepcTBa 06pa3oBaHus U HayKu PD

(ro

c3amanme Ne6.5170.2017/8.9).
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Taxonomic Features of Specific Ca?* Transport Mechanisms in Mitochondria
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Mitochondria play an important role in the regulation of intracellular Ca?* homeostasis in Eukaryotes. Prog-
ress in the development of molecular and genetic methods for the study of living systems has allowed the iden-
tification of structures that provide specific Ca®' transport in mitochondria, including Ca?* uniporter
(MCU), Na*/Ca?* exchanger (NCLX) and Ca?*/H™ antiporter (Letm1). The study of the architecture and
functioning of these systems at different levels of the organization of living organisms can provide insight into
the origin and evolution of the systems of Ca?" homeostasis and also reveal general mechanisms of regulation
and control of these systems in norm and pathology. This review examines taxonomic features of the structure
and functioning of specific calcium transport systems in eukaryotic mitochondria and provides evidence of
the presence of homologous structures in prokaryotic organisms.
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