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B ormsmi posrisHyTO CydacHi ySBICHHS NPO (yHKIIOHYBaHHS Ca®'-
TPAHCIIOPTYBATIbHUX CUCTEM CEKPETOPHHX KIITHH CK30KPHHHHX 341103, I[eTanL—
HO OIMCaHO IOTCHUIAIKEPOBaHi, PELENTOPKEPOBaHi i JCNOKepOBaHi Ca**
KaHallM  [J1a3MaTUYHOL M6M6paHI/I pilaHOAWMHYYTIMBI W  iHO3WUTOM-1 455_
tpudocharuyrimei  Ca*’-KaHanmm eHOIIA3MATHYHOTO peTuKyitymy, Ca’'
noMmu M1a3MaTHYHOT MEMOPAHH 1 CHIOIUIASMATHYHOIO PETHKYIYMY Ta Na'—
Ca’ —06M1HHI/IK riazmMaTnyHoi MeMOpanu. OcoOyuBy yBary NPUAIIEHO B32€MO-
nii Ca”" -TPaHCIIOPTYBANILHIX CHCTEM, @ TAKOXK IeHepalii i MOMMPEHHIO Ca™"
CUT'HAJIIB y CEKPETOPHUX KIIITHHAX.

Kniouosi cnosa: motenuiankepopani Ca’'-kanamu, nenokeposani Ca’'-kanamy,
pianommuuytimei  Ca’’-kamamu, I®;-uyrmsi  Ca®'-kamamu,
Ca’"-nomma, Na'—Ca*"-06MiHHUK, CeKpeTOpHi KITHHY.

Ha choronni 3araibHoBH3HAHEM € Te, 0 Ca’’ SK BTOPHUHHMIA MOCEPEIHHK Biirpae
HaJ[3BUYaiHO Ba)XKJIMBY POJIb Y CEKPETOPHOMY MPOLECI eK30KPUHHUX 3ai103 [155], 30kpema y
3aITyCKYy 1 peryismii ek3onuro3y [49] Ta cekperii enexrpouritiB [33, 171]. Lli mporecu 1ocuth
CKJIaJIHI Ta PI3HOMaHITHI, IPOTe iXHill OIKC HE € METOIO LOTo orysiy. HatoMicTs Mu po3ris-
HEMO MepelyMOBH BHHUKHEHHS Ta 0c00/1MBoCTi Ca’ -CHIHAIB Y CEKPETOPHUX KIITHHAX.

Jlst 3aGe3reuenns TOUHOI i HaiiHOi nepenaui inpopmanii karionamu Ca®’ y cexpero-
DHHMX KITMHAX HAsBHHH psajg MeMOpaHHHX cHCTeM TpaHcmopryBamHs Ca’’ (Ca®'-
TPAHCIOPTYBATBHUX CHCTEM), IO PerymoTh [Ca’’] y MMCKpeTHHMX iNAHKAX MHTOILIA3MHL
CroyaTky MH OIHIIEMO CTPYKTYpHi, (hapMaKoIOriuni Ta (yHKIioHaIbHI BracTHBOCTI Ca’'-
TPaHCIIOPTYBAJIBHUX CHCTEM Yy CEKPETOpHHMX KiiTMHax. [lisHime nepedaemMo 1o omnucy
MeXaHi3MiB resepanii Ta nommpenns Ca’’-curnanis 3a yuacri Ca® -TpaHCIOPTYBaIbHUX CHC-
TeM. JleTanpHile 3yNHHEMOCA HA HOBMX, I¢ He 10 KiHUS JOCTiIKeHHX, acrekrax Ca’'-
CUTHAI3aIii CeKpeTOPHHUX KIiTHH. KiacuuyHumu 00’ €KTaMul JOCIHIKEHb € alliHaApHI KIITHHA
i/INUTYHKOBOI Ta CIIMHHMX 3aJI03 CCaBIliB, TOMY MOBa HTHME IIEpEBaKHO MPO HUX.

Ca’*-TpancnopTyBaibHi CHCTEMH ILIA3MATHYHOI MeMOPAHH CeKPETOPHHX KJITHH.
[Ina3smaTuyHa MeMOpaHa MiCTHTD Killbka THIIB KaHAJIB, 10 3a0e3MeuyoTh npoHukHenHs Ca’' y
KJIITHHY 3a IpaieHTOM KOHIIEHTpALi, Ta ABi cucTemu BuBenenHs Ca : Ca -omy, 1o Xapak-
TePU3Y€eThC BHCOKOIO criopiaHenictio 10 Ca’’, ane Hu3bKoI0 eMmHicTio, Ta Na'—Ca’ -06MiHHIK
13 HU3BKOIO CIIOPITHEHICTIO Ta BUCOKOI €MHICTIO. J[o cucteM, mo 3a0e3neuyroTh 0OMEKSHHI
Bxin Ca’’, Hanexarh NOTEHIiANKEPOBaH] KaHATH (BiIKPUBAIOTHCS HPU JETONAPHU3ALIil), perer-
TOPKEPOBaHi KaHaIX (BIAKPHBAIOTHCS y BIATIOBIAb HA Ai0 CrielM(ivyHMX JIraHIiB) Ta AEHOKEepO-
Bani Ca’'-kaHamu (aKTHBYIOTCS TIPH BHUYEPIIAHHI BHYTPIIHbOKIITHHEMX jero Ca’). Kpim To-
ro, Tpaucroprysauns Ca’’ 3a yuacTi mIa3MaTHUHOT MeMOPaHH 3IiHCHIOETHCS TAKOXK IUISXOM
exsouuTosy. Bimomo, mo cekperopmi rpamyms wictats Ca’ y BHCOKiHl KOHLeEHTpauii
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(npuban3Ho 10 MMoIb/n) [77], TOMy NIpH 3MUTTI IXHIX MeMOpaH i3 Iuia3ManeMoro Bii0yBaeThes
mabysis Ca*’ y nosaxritiune cepenosume, ne [Ca’'] cranoButs mpubmsHo 1 MMons/i. [era-
JIbHIIIE PO3MIITHEMO (PYHKI[IOHYBAaHHSI CUCTEM TPAHCIIOPTYBAHHS Ca’' masmanemn.

Horenuiaakepoani Ca>*-kanann (voltage-operated Ca*' channel, Ca**-VOC) 3a6es3-
TedyIOTh HAJXO/KCHHS y IMTO30b Mo3akmiThaHOro Ca’’ y BiamoBixs Ha memonspusaniio
TUIa3MaTH4YHOI MeMOpaHH. AKTHBALisl, TOOTO BIIKPUBAHHS KaHAIy, HACTAE 4Yepe3 KiibKa Mii-
CEeKYH/I ITiCIIsl lenosipu3aniii. 3akpuBaHHs KaHAly HACTAE MEHII HiX 3a 1 MC Micysl penosipu-
3amii MemOpanu [54]. Kpim Toro, s 1ux KaHaJIIB XapaKTEPHOI € TAKOX 1HAKTUBAI[S — 3a-
KPHUBaHHsI BHACIIIOK TPUBAJIOI ACHONSpU3aLil (AECATKH MUTICEKYH]] — CEKYH/IH).

CTpykTypHO moTeHmiankeposani Ca’'-kaHanu ycix THIIB CKIamaroThCs 3 5 cy6omu-
HULB (0, 0, B, ¥ Ta 8), Ki GOPMYIOTH BENUKUIl MyJIbTUMOJIEKYJISIPHHUI KOMILIEKC 1 KOJIYIOTh-
cs1 pisHuMH reHamu [54]. Hail0iipion cy0oAMHHLICIO € 0, SIKa BKJIIOYA€E I0HHY MOPY, CEHCOP
MOTeHIially, BOPITHUH anapar i cailTu peryJssinii. BuaineHa 3i cepueBoro m’siza i peKOHCTpY-
{ioBaHa y IITy4Hi IBOIIAPOBI MEMOPAHH o -CyGOIMHNMII BHSBIIA CXOXKi BiactuBocTi 10 Ca®'-
KaHany L-Tumy, To6TO mepenocmma kariomn Ca’' uepes memOpamy. Ha Bimminy Bim o-
Ccy0OAMHHMIII KOXKHA 1HIIIA OKPEMO BujiJIeHa cyOonuHuIs L-kanany He Oyna 31aTHa epEeHOCH-
i Ca’" uepes MeMOpaHy, ajie CyTTEBO 3MiHIOBalla e()EeKTHBHICTh HOTO TPAHCHIOPTYBaHHS O -
cyboaununeto [54]. 3a enekrpodizionorivaumu Ta (HapMaKoIOTiYHUMU OCOOIMBOCTIIMU
MOTEHIIAIKEPOBaHI Ca?"-KaHanu noainsoTh Ha 6 KIIacis (L, T,N,P,R 1a Q).

Torenmiankeposani Ca®'-xaHami mommpeni mepeBaxHO y 30y/UTHBHX TKaHWHAX. Bimbie
TOT0, BBAKAETHCS, 10 JJISI CEKPETOPHUX KIIITHH HEBJIACTUBUM € HAJIXO/PKEHHSI TO3aKITITHHHOTO
Ca’" uepes norenujankeposani Ca’'-kanamy, a nmume uepes nenokeposani Ca’'-kanamt. Tum He
MEHIIIe, y CIIMHHUX 3aj103ax JuduHku Chironomus plumosus 3 BAKOPUCTaHHAM MeTony (ikcarrii
MOTEHIlATy B yMOBaX BHYTPIIIHBOKIITUHHOI Mep@y3il 3apeecTpOBaHO HU3bKOIIOPOTOBHI BXi[-
HUA TpaHCMeMOpaHHHMH CTPyM 3a HAsBHOCTI JIMIIE KOHIICHTPAIIHHOTO Ca®'-rpanienra, sKuit
MOMIpHO OJIOKYETHCsI Beparnamisiom i HitpeHauiinoM [9-11, 17]. Kpim Toro, BcraHOBIEHO 3011b-
mwennst Bmicty Ca’' y TRaHuHi cimHEMX 3a503 mianaKkH Chironomus plumosus 3a yMoB rinepka-
sieBoi aenosstpu3arii [15]. InenTrdikoBaHi TakoK HU3bKO- 1 BHCOKOIIOPOTOBI MOTEHIIIaIKEPOBa-
i Ca’'-kaHamn y riasmaTmdmiii MeMOpaHi CIMHHEX 3a103 aMa3oHCHKOI 1’sBku Haementeria
ghilianii [176]. € noka3u HasBHOCTI MOTEHIIAIKEPOBAHNX Ca®*'-kaHaniB Y CEeKPETOPHUX KJITH-
HaxX CIMHHUX 3aJ7103 THUuHKY Drosophila melanogaster [28].

PenenropkepoBaHi KaHAJIM aKTHBYIOTHCS BHACHIZIOK B3a€EMOJIT IXHIX peLenTopis i3
MO3AKIITHHHUMU Jliraigamu. Jlo HUX HaJeKaTh, 30KpeMa, HIKOTHHOBI XoJliHOpemenTopu —
iHTerpaibHi MeMOpaHHi OUIKM IJIa3MaTHYHOT MeMOpaHH, SKi BIAMOBIJAIOTH 3a 3B’SI3yBaHHS
anerunxosniny. HikotuHoBuid XosiHopeuentop cam (opmye kaTioHHHH kaHan (TOOTO € i0HO-
TponHuM) i 3a6e3neuye audysito kationis Na' y kmituny ta K 3 KIiTHHH, X04a KaHA MOXKe
OyTH TIPOHUKHEM i u1st KaTionis Ca’’. 3a (i3i0T0riUHIX YMOB CEEKTHBHICTh KaHATY 10 OJ-
HOBAJICHTHHX KATIOHIB y 3-5 pa3iB Bumia, Hix 10 Ca’’. BakimBy posib HIKOTHHOBI XomiHOpe-
LENTOPH BIAIrPaOTh Y CHHANTHYHIN Nepeadi B FOJIOBHOMY MO3KY [67].

P2X-peuentopu € HecenekTuBHUMU AT®-4yTiMBUMH KaTIOHHMMH KaHAJlaMH, IO
MOXyTh WBHAKO (poTsiroM 10 Mc) 36imburyBaTi nporukHicTs MemOpany mist Ca®’, K i Na
[132]. Bonu mommmpeHi nepeBaxkHO y 30YAJIMBHUX KIITHHAX (KIITHHAX IMaJeHbKUX M SI3iB,
HepoHax Ta IJiajbHUX KIITHHAX). [nenTudikoBano 7 reHiB, siki KoayooTh cyboaunumi P2X-
penentopa: P2X,, P2X,, P2X;, P2X,, P2X;, P2X, i P2X;. Koxxna cybonuuuns mae 2 TpaHc-
MeMOpaHHUX CErMEHTH 1 BHYTPIIIHBOKIITHHHY NeTiro (npubin3Ho 280 aMiHOKHMCIOTHUX 3a-
mumikiB). Kanan ¢opMyerbes sik MyabTUMeEp 13 KUIbKOX cyOoamHmIb. OcobiuBicTio P2X5-
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perenTopa € Te, 10 38 HU3bKKUX KOHICHTPAIlIH ABOBAJICHTHUX KaTIOHIB 1 3a JOBrOTPUBAIIOl il
AT® iioro KaTiOHHHI KaHal MOXKE MEPETBOPUTHCS HA MOPY, NPOHUKHY Ul 10HIB 1 MOJIEKYI
poamipom 10 900 [T [132]. AunHycH miAlIenenHux CIMHHAX 32103 AatoTh Bianosini Ha AT i
Horo aHasoru, 1o ayke noAioHi 1o Bianosinen kiitud minii HEK293, y renom sikux BOyay-
Banu reH P2X,-penentopis [45] BusiBineHo takox, mo P2X,- Ta P2X;-peuentopu HasBHI y
KJITHHAX MPOTOK MiAINLIYHKOBOT 3ay103u 1rypiB [88], a B anuHycax wLi€l 3a11031 BOHU Tparuis-
10Thes ayxe pinko [133]. € bynkiioHanbHi gokasu HasBHOCTI P2X-perienTopiB y cekperop-
HUX KJIITHHAX CIMHHUX 3aJ7103 TWIUHKU Chironomus plumosus [5, 21].

JlenokepoBani Ca’'-kanamn (store-operated Ca*'-channels, SOCC, aGo Ca*" release-
activated Ca®" current channel, CRAC-channel) akTHBYIOTBCS Y BHYEPIIAHH] SHIOMIA3MATHH-
Horo mymy Ca’’. Born MaioTh ommakoBy mposimmicts mist Ca’’, Na' i Ba', ixmst akTuBHICTB
3aJIeXKUTh Bil KOHIEHTpari] BimbHoro Ca®" Y BHYTPILIHBOKJIITHHHHX JIeTO0 Ta y uuTo3omi [113].

Jlotertep jerokepoBani Ca’'-kaHanu me He KIOHOBaHi, TOMy HIJOTO He BiIOMO mpo
CTPYKTYPHI KOMIIOHEHTH KaHaJiB, sIKi BIAMOBIAIOTH 32 CEJIEKTHBHICTH 1 BOpiTHI (yHKuii. [Tpu-
IyCKAIOTh, 10 KOMIIOHEHTaMH JerokepoBannx Ca’'-kaHanis MoxyTs OyTH Ginki TRP1, TRP3,
TRP4, TRPS, TRP6, TRP7 [130, 180] a6o xommiekc ORAII/CRACMI1/0lf186-F [157]. He3Ba-
JKAOYH Ha ITiBUIIIEHY YBAry 0 JOCIiDKEHHS IeMOKepOBaHOro («eMHicHoro») Bxoay Ca®’ mpo-
TSATOM OCTaHHIX 15 pOKIB, MOJNEKYJISIPHUI MEXaHi3M IIbOr0O IMpPOLECY J0Ci HE BCTAHOBJICHHH.
BucyHyTo nexinbka rinores, siki MU pO3IIITHEMO HIKYE 3 OTJISIy Ha IXHIO CKIIAIHICTb.

Ha croroani BBaa€eThes, 110 «EMHICHUI» BX1Jl Ca®" € oHKUM i3 OCHOBHHX MEXaHi3MiB
HOro BXOJy B €JI€KTPOHE30YIIMBI CEKPETOPHI KIIITHHH, 30KpeMa B allMHAPHI KITITUHHU T IILTY-
HKoBOi [103] Ta migmenenHoi 3amo3u [113, 115].

Na'—Ca’"-06minnuk Busoguts Ca’’ 3 HUTOMIA3MH y TI03aKTITHHHEE CEPeIOBHIIE MPO-
TH HOTO eJIEeKTPOXiMiYHOTO Ipasi€HTa, BUKOPHCTOBYIOUM €HEpril0 eleKTpoXimiuHoro Na'-
rpagienTa. OYHKIIOHYBaHHS OOMiHHNKA 3amexnth Big Na'- i Ca’’-rpamientis, ToMy 3a 1es-
HUX yMOB (HaIpHKIa, 3a migsuieHoi [Na'];) BiH MOe NMpalroBaTH y 3B0DOTHOMY HaMpsAMKY.

BBaxkaeTbcsi, 1110 NpoLieC TPAHCIIOPTYBaHHs OOMIHHHKOM 10HIB € ABoctaaidHuM. Crio-
yatky Na' 3B a3yeThcsl 3 0OMIHHUKOM HA 30BHIITHEOMY OOIIi MIa3MaTHIHOI MEMOpPaHH, TpaH-
CIIOPTY€ThCS Y KIITHHY Ta 3BinbHs€ThCs. JInmre Toxi Ca’’ 3B°M3yeThCs i TPAHCIIOPTYETHCS y
MPOTHIICKHOMY HampsMKy [89, 97, 99].

Cucrema Na'—Ca”'-06MiHy Biiirpae, O4eBHIHO, BAKIBY POJIb Y T ATPHMAHHI BiIOBI/I-
Horo pimst [Ca’'];, xoua criopinsenicTs kationiB Ca®' 10 epPEHOCHIKA € TOPIBHSHO HEBETHKO
(Kos= 1,5 mxmozs) [56]. HaneBHO, Ha 1110 cHCTEMY IPHUIAAE OCHOBHE HABAHTAKCHHSI y T10YAT-
KOBUI MOMEHT IIiCJisi 30y/PKEHHsI KJIITUHH, KOJIH [Ca*"] B umTo3071i € Bemukoro. [Ipy 3MeHIIeHH]
[Ca®"); y kitiHi 10 | MKMOJIB/IT BHBEIEHHS 1HOTO KaTioHa 3a0esmnedye Ca’'-momma mmasmaria-
HOT MEMOpaHH, sIka XapaKTepH3y€EThCsl MEHIIIOI aKTUBHICTIO, alle € BUCOKOA(iHHOIO.

Na'—Ca**-06minnuk NCXI1-tuny € Oinkom, 1o ckianaersest 3 970 aMiHOKHCIOTHUX
3anuuikiB i Mae 9 (a He 11, sk BBaXKaNocs paHilie) TpaHCMEeMOPaHHHUX JJOMEHIB 1 BEJIMKY LIUTO-
TUIa3MaTHYHY HETIIO f, sIKa po3MillieHa Mk 5 1 6 TpancMeMOpaHHUMH cermenTamu [126, 127].

Croroui BaxkmiBe 3HauenHs Na'-3aesxuoro Tpancroprysanus Ca’' y 36ywmBux Kii-
TUHAX (HAIPUKIAJ, KapIiOMIOLUTaX) HE BUKJIMKAE )KOJHUX CyMHIBIB. HasBHICTh 1IbOro MexaHi-
3My Ha OCHOBI €KCIIEPUMEHTAILHUX JOCHI/PKEHb MOCTYIIIOETHCS 1y 0araTb0X CEKPETOPHHUX K-
THUHAX: al[MHAPHUX KIITHHAX MiJIUTYHKOBOI 3a103u [6, 34], wiitnHax npuBymHux [163] 1 mig-
miesnenHux [70] 3a03, TOTOBHHUX KITHHAX NUTYHKOBUX 3a103 [7, 8], rematormrax [37].

[pore ocTanHiM YacoM poOiieMi (yHKIIOHYBaHHS OOMIHHUKA y CEKPETOPHHUX KIITHHAX
HE Ha/Ial0Th 3HaYCHHS. 30KpeMa, AesKi aBTOPH BKa3yIOTh, 10 MPOIIEC BUBEICHHS Ca’'3 TaHKpe-
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auuTiB Mumedl € He Na'-samexmmM [165]. Hemigreepmkena takox Hasrice Na'—Ca®'-
OOMIHHHKA Y CEKPETOPHHX KIITHHAX 3 BUKOPUCTAHHSM IMYHOTICTOXIMIYHHX 1 MOJEKYJISIPHUX
MeroziB. L{iIKOM MOXUTHBO, IO y CEKPETOPHUX KiiTHHAX ccapiiB Na'—Ca’ -oOMiHHNK, TOpiB-
usro 3 Ca®'-moMIIor0 MIasmaneMu, Bixirpae HesHadHy pons y BuBenenni Ca’'. THM He MeHIe,
noBenenHo Baxmmeicte Na'—Ca’'-00MiHy B peryisiuii KabLi€BOrO rOMEOCTasy CEeKPEeTOPHHX
KJIITHH CIMHHUX 31103 TUuHKU Chironomus plumosus [13, 18], wo 1me pa3 miarBepaxye Heo -
HO3HAYHICTb (yHKITOHYBaHHsS Na'—Ca’ -00MiHHIKa y PI3HEX CEKPETOPHAX KITITHHAX.

Ca**-momna niasmatuunoi memGpanm (plasma membrane Ca®’ pump, PMCA) e
MIHODHUM KOMIIOHEHTOM 1Ii€i CTPYKTYpH, ii BMicT Hikonu He nepesuirye 0,1% Big OuIKiB
MeMmOpanu. Y 30yIIMBHX TKAHHHAX BOHA Biirpae MiHiMajJbHy pojib, TaMm Hepepakae Na'—
C32+-06MiHHI/IK, a B IHIIMX TKAaHUHAX [IOMIIA € TOJIOBHOK CUCTEMOIO BUBEICHHS Ca’" 3 kiitu-
un. TIpote HaBiTh y KimiTHHaX, ne mepeBaxae Na'—Ca’’-o6minnnk, Ca’'-momma 3a6esneuye
niarpumanss [Ca”'; auokde Toro pims, skuit Moske miarpumysati Na'—Ca? ' -06MiHHNK.

AdinHIiCTD Ca’’-momnu rasMaTHaHOT MeMOpaHH 10 Ca*" € nocuts Bucokorw. CIiBBi-
nomennst Ca>’ /AT® mst Ca®'-moMmu mIa3mMaTiHaHOT MeMOPaHHU JOpIiBHIOE OXHHHLI [54].

Ounmena Ca’'-momma mIasMaTHdHOi MeMOpaHH BIIEpIIe Oyma BumiteHa B 1979 p.
[129], a B 1988 p. xironoBana [154, 172]. ¥V ckiani nommu € 10 TpaHCMeMOpaHHHX CETMEHTIB;
N-kineup (90 aMiHOKMCIOTHHUX 3JIHIIKIB) € MOBEPHYTUM Y IMTOILIa3My. YacTHHA MOJIEKYJIH,
IO BKIIOYAE TpaHCMeMOpaHHI cerMeHTH 4 1 5, € akTUBHMM LIEHTPOM 1 31aTHa 3B’s3yBaTH
AT®. Binst qecsaToro cerMmeHTy MICTUTBCS CaiT 3B’sI3yBaHHS KAJIbMOLYJIIHY.

Monekyna Ca’'-mommn miasmariunoi MemOpann komyetbcs 4 reHamu — PMCAI
[134], PMCA2 [43], PMCA3 [175] Ta PMCA4 [134]. JIi i30opopmu Ca*'-mommu mmasmarnd-
HOi MeMOpanu (PMCAI ta PMCA4) excrpecyloThCsl y KIITHHAX YCIX TKaHWH, a JBi iHII
(PMCA2 ta PMCA3) € 6inpmn TkanuHocnenuigaumu. KinpKicTs i30(opMm Oinika 3aBIsKd
aNbTEPHATUBHOMY CIUIAICHHTY € 3HAYHO OiIbLI0K0 [84].

IlikaBo, mo Qocdominiay 3aaTHi migsumyBath cropigsenicts Ca’ -mommy miazmarn-
aHOi MemGpanu 10 Ca’’. ToMy MOXKINBO, IO Y CTaHi criokoio pocdosimian Membpanu mep-
MaHEHTHO aKTUBYIOTH mommy Ha 50% Bix I MakcuManbHOI (DYHKLIIOHAJIBHOI aKTUBHOCTI
[128]. Taka akTuBalisi HeOOXiZHA 3 OIVISAY HA Te, IO y CTaHI CIIOKOIO iCHY€e nacuBHa Judy3is
Ca*’ y IMTO30JIb i3 30BHIIIHBOIO CEPEIOBHUINA Ta 3 BHYTPILIHBOKIITUHHUX JIETO, MEXaHi3M
SIKOT 3aJTMIIAETHCS HEBIZIOMUM.

Ca’’-romma miasMatiaHOi MeMOpPaHH Bifirpae BaIMBY pOIb y MiATPHMAHHI BHYTp-
ITHHOKJIITHHHOTO Ca2+-r0MeOCTa3y CEKPETOPHUX KIITHH, IO OYyJI0 TOBEIEHO IS allTHAPHUX
KJITHH MAUUTyHKoBOI 3a103u [108, 165], ciuuaux 3ano3 ccasuis [3, 27, 108], muryHKOBUX
3aJ103 [7], CEKpPETOPHUX KIIITHH CIIMHHUX 35103 JTWauHku Chironomus plumosus [16, 18].

Kanbuiesi geno cexperopuux kiitun i ixui Ca*’-TpamcmopryBanbmi cucremmu.
Bizgomo, 1110 31aTHICTh HAKOTINYYBAaTH Ca’" Ta BUBiNBHATH iiOTO Y BIJIIIOBi/Ib HA CTHUMYJISILIIO
MarOTh Taki KJIITHHHI OpraHoiny: eHjoruia3MatiuHuil petukysiym [160], komruiekc Iosbmki
[121, 146], cexperopHi rpanynu [77], engocomu [75] Ta simepHa 000sI0HKa (TIEpUHYKIIEAPHUIT
npoctip) [76, 79, 80]. MitoxomHapii Takox 3maTHi akymysroBaT i BuBinmbHsTH Ca’’ [148],
npote akymysmis auvu Ca®” BinGyBaeThcs 31e6iIBIIOrO 11 Yac BUBIIBHEHHS HOTO 3 IHIINX
JIETO, a BUXIJ Ca*'3 MITOXOH/IPiil € CIOHTAHHUM, TOOTO HE 3aITyCKAETHCS arOHICTaMHU.

OcHosunM gero Ca’’ y cexkpeTopHuX KIITHHAX € eHIOMUIa3MaTHIHII PeTHKYIyM. bi-
JIBIIIE TOTO, BBAXKAETHCS, IO T1i Yac Bi3ionoriunoi crumymsimii moarkose 3poctanus [Ca’'];
BiZIOYBa€ThCS 3aB/ASKU BUBUILHEHHIO HOTO 3 €HIOMIa3MaTHYHOTO peTukyaymy [160], i ue Oy-
710 TIpsiMo TipozeMorcTpoBao [123]. YV crani criokoro [Ca’'] Beepenrti eHIOMIa3MaTHIHOTO
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peTtukyaymy cranoButh npudiauzno 0,1-0,3 MMonb/i, a miJ 4ac MakCUMANbHOI CTUMYJISIIIIT
3HMKY€EThCS 710 20—40 MKMOJIB/JT 1 3aJIMIIAETHCS HA TAKOMY PIBHI HPOTSTOM YChOTO Tepioay
cTUMYJISILIT. Y MeMOpaHax eHAOIUIa3MaTHYHOIO PETHKYJIyMY € MPHHANMHI JiBa TUIIM KaHANIB
BuBinbHeHHs Ca’’ (ID3-uyTiuBI Ta piaHOAMHYYTIMBI Ca’’-kaHaiu), a TAKOX OJHA CHCTEMa
fioro mormuuanHs — Ca’'-moMIIa €HI0MIA3MaTHIHOTO PETHKYITyMY.

Ino3uron-1,4,5-tpudocdar, ado ID;, € exuaum cepen iHo3uToabochaTIB, 3MaTHUM
BuBinpHaTH Ca’’ 3 BHYTDIIIHBOKIITHHHIX JENO, B3A€MOJIOYM 3 PELeNnTopoM y MeMOpami
€HJIOTUIa3MAaTUYHOTO PETUKYJIyMY, IO BIepiie OyB BHIUICHHH 3 MO30YKa IypIiB y BHIVISI
raikornporeiny mMacoto 260 k/la [161]. BBaxkaerbes Takox, 1o [D;-uytiusi peuentopu (IPsR
gn, TouyHime, 1P;-yyTauBi Ca2+-KaHaJm) TAKOXK BiANOBiAAIOTH 3a BuBUIbHeHHS Ca’' 3i cek-
peropHux rpanyi [143] i anapaty [oxbmxki [146].

[®D;-uyTuBHH Ca’'-kaHayn Mae BHIIIS KBaApaTa 3 JOBKUHOK CTOPOHH MPHOIN3HO 25
HM [117]. Bin ckiiaaeThesi 3 4OTUPHOX CyOouHuULb. BigoMi Tpu i30dopmu cy0oAnHHIIB 11HO-
ro peuenropa (I-111). Bonu Binpi3HstoThcs 32 OyJ0BOIO Ta eKcipecielo y TkaHuHax. Haiikpa-
e AOCHipKeHO i30¢opmoio € ID;-ayTimBuit Ca* -xaman Tumy I Horo aMIHOKHCIIOTHY
MOCJIJIOBHICTh MOXKHA MOUIMTH Ha TpH AULsHKK: (1) Benukuidi rHy4ukuii N-KiHIEeBUH JOMEH,
saxuit 3B’s13ye 13 1 3MiHIOE TIPU [[OMY CBOIO KOH(OPMAILi0, 1[0 IPUBOAUTD 10 BiJAKPUBaHHS
KaHany, (2) xopoTkuii rigpodpoOHuit C-KiHLEBHH NOMEH, KUl BKJIIOYAE LIICTh TPAaHCMEMO-
paHHUX CEerMeHTiB, Ta (3) ueHTpainbHUil peryssiTopHuil gomeH. C-KiHIEBI JOMEHH KOXHOI
cyGommumi popmyrors Ca'-xaman. Llentpanbua yactuaa [@;-ayrmmsoro Ca’'-kamany mic-
TUTb CAlTH 3B’3yBaHHS LIS PI3HOMaHITHUX MOAYJISITOPIB, TAKUX SIK Ca*" [120], KaJIbMOAYIiH
1 AT® [117]. Tam takox € caiiti ochoprtoBaHHs I MpoTeinkiHasu A, nl M®d-3a1exHOi
MpoTeTHKIHA3H, C32+—KaHBMOHYHiHSaHC)I(HO'i npoteinkinasu 11, nporeinkinasu C ta it THPO-
3uHKiHa3 [68]. Moy:orounii BIUIMB HA KaHAJ Ma€ sSIK [IUTO30JIbHUMN, TaK 1 JFOMiHATBHUN Ca*'.
3okpema, epekr muTozonbHoro Ca’’ e Gidasmum (mpu [Ca®']; < 300 HM — CTHMYITIOOUHIA, a
npu [Ca®']; > 300 uM — iHrioyrounii) [63]. Lle Mae BaykiMBe 3HAYCHHS Y MOIIMPEHHI Ca*'-
CUTHAIIB y KJIITHHAX.

YrBOproeTbest B KiniTuHI (D3 y pe3ynbTati perenTopornocepeKoBaHol akTUBallii MmeB-
HUX 130¢opM ¢ocdorinazu C. Peuentopu micis 3B’ s3yBaHHs aroHicTa MiialThcs KOHGOP-
MariiHUM 3MiHaM 1 akTHBYIOTh G-0inkn Gq-poAMHH, 110 TPU3BOAMUTH 10 IXHBOTO PO3LICTLICH-
HS Ha 0-CyOOJIMHUIIIO Ta KOMIUIEKC 13 - 1 y-cyOoanHuib. AKTUBHA O-cyOoaununs G-Oinka
crumydroe fB-izodopmy docdomninazu C (PLC-B) [118]. AkruBoBana PLC-f rimpomnizye mem-
OpanoacouifioBanuit  mimig, ¢ocharuanninosuton-4,5-6idgochar, 3 yrBopenusm 1,2-
mianuiriinepony 1 [@;. Jianuiariinepod 3aIuiIaeThesl y ia3MaTuyiHiil MeMOpaHi i akTUBYye
nporeinkinazy C [131]. 105 audyHmye B 1uTo307b, A€ i 38°a3yeTbest i3 IDs-ayTmmsumu Ca’'-
KaHanmamu [164].

Jlo penenTopis, siki akTUBYIOTH [-i30¢opmy docdomninazu C, Hajexars Taki MedaTo-
TPOITHI PELENTOPH IIa3MaTHIHOI MeMOpaHH, ik M-, M;- 1 Ms-xominopeuentopu [57], pete-
nTopu ceportoHiny [183], ricraminoBuii H;-perentop [90, 110] Ta Ouibmiicte TumiB P2Y-
peuentopis [178].

[®;-gyTimBi Ca*'-xamamu inentudikoBani B remarormrax [118], B aupHapHUX KiiTH-
Hax miamiesnentHol 3ano3u muiiei [107] i mypis [14], npuBymiHoi 3an03u 1mypiB [182] ta B
alMHApHUX KIITHHAX MIALUTYHKOBOT 351031 SIK MUIIe, Tak i urypis [107, 124], y ciuHHUX
3ay103ax TWIUHKU Chironomus plumosus [22].

PianoanmHuyTIMBHIA Ca’"-xanan (piaHOAMHOBHIT peLenTop, RyR) € me oganm kana-
nom BuBinbHeHHs Ca’' 3 eHIOMIIA3MATHYHOTO PETHKYIyMy. Briepure Bis GyB onucanuii y cap-
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KOILJIA3MaTHYHOMY PETHKYJIyMi KJITHH CKEJETHHX 1 CepleBoro m’s3iB [66], mpoTe ChOrojHi
BiJIOMO IIPO HOTO IMHPOKE PO3MOBCIOKEHHS 1 B IHIIMX KiaiThHaX. L{eil perentop-kaHai OTpu-
MaB CBOIO Ha3BY 4epe3 Te, 1110 POCIMHHHN allKaJIoi plaHOIUH 3aTHH crielu(ivHO BIUIMBATH
Ha Hboro. [leccax i1 3imani [141] ineHTH(IKYBAIN YOTUPH PI3HUX CAIITH 3B’SI3yBaHHS piaHOIU-
HY 3 KOHCTaHTOIO JUcoliail y xiana3onax Big 1 mo 4 umons/n, Big 30 no 50 umoss/m, Big 500
10 800 HMoub/1 1 Bij 2 10 4 MKMOJIB/I BiAnoBinHO. Byno onucano Takox [44, 47] ckiaanuii
e(eKT, CIpUYMHEHHI 30UIBLICHHIM KOHIIEHTpAllii plaHOIUHY Ha MPOBIAHICTh KaHANIY: Y KOH-
uenrpauii Bix 5 1o 40 HMOJB/I BiH 30UIbLIyE HMOBIPHICTH BIJIKpHUBAaHHS KaHAIy i 1HIYKYy€
BUIIAJKOBY TOSIBY CYOHOPMAJIBHOTO CTaHy 3 NMPUOJIU3HO Y2 0a3aipHOI NIPOBIJHOCTI; y KOHLIEH-
Tpauii > 50 HMoJIB/T — cTabiNi3ye KaHal y CyOHOPMaJILHOMY CTaHi 3 %2 6Ga3aibHOT IPOBiTHOC-
Ti; 32 KoOHIEHTpauii > 70 MKMOIB/I — IHIYKYE MepexiJ y CTaH 3 HU3bKOK IMPOBIJHICTIO
(npubnu3Ho Y Bin 6a3ainbHOTO piBHA), 1 328 KOHUEHTpawil > 200 MKMOJIL/IT piaHOIMH CHPUYH-
HsI€ IOBHY OJIOKay, sIKa € HE3BOPOTHOIO Y MAcIITadl 4acy J0CIiKEHb.

Crpykrypa piaHoammaytimeoro Ca’'-kamamy € momiGHoo 10 crpykTypu Ids-
aytimBoro Ca’'-kanany. Pianoammaytimsuii Ca’' -KaHal € TeTpaMepoM i Mae BUIIIA YOTHPH-
JIMCTOI KOHIOIINHH, 10 BIIUCYETHCS Y KBAJPAT 31 CTOPOHAMH 27 HM, IOCEPEIHHI SIKOT'O HasBHA
mopa miamerpoMm 1-2 um [151]. Ha crorogni igeHTH(IKOBaHO MOHAWMEHIIE Tpu i30(opMu
piasomHayTmBux Ca’’-kaHamis, sKi XapaKTepHi BiAMOBIIHO IS CKeTeTHHX M’si3iB (Tum 1),
cepiieBoro M’si3a (tum 2) i Mmo3ky (tum 3) [158].

PianognauyTiMBHA Ca’ -xanan ¢ KaTIOHITPOBIHUM KaHAJIOM 3 HH3HKOK KaTIOHHOIO
CENeKTHBHICTIO i IOCHTB BEMKOIO TIPOBiAHICTIO. 3a yMOBH, IO Hociem ctpymy € Ca’’, mpoBi-
JIHICTh I[bOTO KaHANy JI&KUTh y Mexkax Big 80 nCwm (cepuesuii M’s13) 1o 172 nCum (ckeneTHHi
M’s3) [111, 156]. Skmo HOcieM cTpyMy € MOHOBaJeHTHi KaTionu, Hanmpukiaa, Na' i K', To
MaKkCHUMallbHa MPOBIAHICT € BHIO0 1 cTaHOBUTH BianosigHo 600-1000 nCwm [114, 156]. He-
3BaXKAIOYH HA T€, [0 B OJHOCOJIHOBUX PO3UMHAX MPOBIAHICTD KaHAIY BUIIA JJISI MOHOBAJICHT-
HUX KaTiOHIB, y 3MIlIAHUX PO3YMHAX MPOBIAHICTH KaHATY € Buofo s Ca®’,

Ha Biaminy Bixg I®;-uyrmusux Ca’ -kaHanis, mist pianogmmaytmmBux Ca’'-kaHamis He
BCTAHOBJICHO MPUPOJHOIO JIraHay, IO akTUBye iX. Ha 1o posib y Hem’sS30BHUX KIIITHHAX
nperenaye nAJld-pudosa (MAJADP) — mpupoanuii meraGonit HAJI™ [105, 184]. Cuntes
HAJID-pubo3u y KIITHHI 3/IHCHIOETBCS TpaHCcMeMOpaHHUM riikonporeiHom CD38 (Ald-
PHOO3MITLIMKIIA3010) 3 MOJIEKYJISIpHOI Macoro 42-45 kJla [92, 94]. Binomo Takox, 1110 B aiu-
HApHHUX MaHKpealuTax XOJCUUCTOKIHIH BUKIMKae yTBopeHHs A J[D-prbo3u Ta BUBUIbHEHHS
Ca®" uepes PlaHOIUHYY TIIUBI Ca*"-xananu [50]. ITiATBEpIKEHHsM LEOTO €, 30KpEMa, 61oKy-
BaHHs AHTaroHICTOM PiaHOJMHYYTIHBUX Ca*"-xananiB 8-NH,-uAJ[®-pr603010 TOKATBHIX
Ca* -cranaxis y amikajbHIN AULSHI, BUKIUKAHAX (i310JI0OTIYHIMH KOHLIEHTPALISIMHA XOJIELH-
crokininy [174]. Ilpore MexaHi3M CHpPsOHKEHHsS XOJCLHCTOKIHIHOBUX perentopiB 3 AJ[D-
PHOO3MIIIIMKIIA3050 HEB1TOMMI.

PianomuauyTmuBuit Ca’'-KaHas PerysoeThCs Ta MOIYIIOETCS GaraThbMa PeIOBHHAMI,
3okpema Ca®", kanbMoyiinoM, AT®, nporeinkinazamu Toro [184]. 3anexHicTh WOro crany
Bix [Ca’']; ommcyeThest 13BOHOMOMIGHOK KPHBOIO, 5K 1 y Bumaaky 3 IDs-ayrmmeumu Ca’'-
kaHamamu: npu Hu3ekux [Ca®']; (1-100 MKMoB/) plaHOJMHYYTIHBI Ca*'-kaHanu BigkpuBa-
IOTBCS, a TMPU BUCOKHX (> 500 MKMOJIB/T) — 3aKpHuBarOThCS [46]. BBaxkaeThes, 1m0 3aBASKA
upoMy s pianoguruyTaHBux Ca’'-kamamis Ta I®;-uyrmmeux Ca’'-xamaniB xapaktephe
Ca’'-inmyxoBane Buinprenns Ca’’ (Ca®'-induced Ca®' release, CICR) [38].

PianognauyTIMBI Ca*'-xaHanu Bigirparots Ba)XXJIMBY POJIb B al[MHAPHHUX KIIITHHAX ITiJ-
wenentoi [14, 107] 1 npuBymnHoi [61, 181, 182] 3a103, cnuHHuX 3an03ax auduHku Chirono-
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mus plumosus [1, 22]. HasBHicTs TpBOX i30(0pM pianomguruyTmHBoro Ca’ -kanany mpoxemo-
HCTpOBaHa B al[MHAPHUX KJIITHHAX MiJIUTYHKOBOI 3aJI03H, IPUYOMY PiBEHb €KCIpecii KaHaliB
Tuny 1 € HabaraTto BUILMIA, HIX IHIIKX JABOX TUIIB [65].

Ca’-momMna eHIOMIA3MATHYHOrO (CAapKOMIA3MATHIHOTO) peruxkyaymy (sarco(endo)
plasmic reticulum Ca?" pump, SERCA) € 060B’13K0BHM KOMIOHEHTOM IHOTO BHYTPIlIHBOKI-
THHHOTO JIETI0, OCKITBKH BOHA € UM HE €IMHAM OUIKOM, 10 3abe3neuye akymyssmito Ca®’ y Hpo-
My. Y capKoILIa3MaTHYHOMY PETHKYIIyMi il BMICT ocsarae 70% Bin ycix MeMOpaHHHX OLIKiB.

Ca’'-roMma eHI0MIa3MaTHIHOTO PETHKYIYMY 33 CTPYKTYPOKO aKTHBHOTO LIGHTPY Ta
BHCOKOIO criopiarenicTio g0 Ca’’ e JIy’Ke TIoAi0HOI0 10 Ca’'-[IOMIH MTa3MaTHIHOT MEMOPAHHL.
Bona Takox ckimamaerscst 3 10 TpaHCMEMOpPaHHMX CErMEHTIB, MEII0 KOPOTIoro N-KiHIs Ta
JIBOX OCHOBHHUX IIUTO30JIbHUX (PPArMeHTIB, OJIMH 13 SIKMX MICTHTh KaTalmiTHYHUN calT. OCHOB-
HOIO BiaMiHHicTIO Mk Ca’'-mOMIaMy eHIOMIA3MATHYHOTO PETHKYIyMy TA ILIa3MATHIHOI
MeMOpaHH € BiJICYTHICTb y Hiepioi goBroro C-KiHIIEBOTO XBOCTA, 110 MICTHTh CAalT 3B’s13yBaH-
Hst KanmpMoytiny. Kpim Toro, ocobmBoctsivu Ca’'-moMimm eHI0MIa3MaTHIHOTO PETHKYITYMY
€ Te, 1[0 BOHA TPAHCIIOPTY€ BA KaTiOHU Ca®' npu posmeruieHHi oxHiei monexynu AT® [54],
cneuudivHo iHri0yeThest Tancurapriiom [167] 1 HUKIONIa30HOBOK KHCIOTOIO, & TAKOXK pery-
JFOETBCS. MATHM TigpodoGHIM GimkoM docdonambarom [162]. Ca’'-momma engommasmaTd-
HOTO PETHKYJIyMy HasBHA TakoX y MeMmOpaHax Komiuiekcy [ombmxki [152] Ta 30BHIIIHIN
simepHiid MmemOpani [72, 93].

3ri/IHO 3 JAHMMH JITEPAaTypH, € 3 TeHH, 0 KoxyioTh Ca’’ -oMITy eHI0mIa3MaTHIHOro
perukynymy — SERCAI, SERCA2, SERCA3 [83], ane KUIbKICTh 130()0pM 32 paxyHOK aJibTep-
HATHUBHOT'O CIUIAHCUHTY € OLIBIIOKO.

IMokasana HaseHicTs Ca’'-IIOMITH B €HIOMIA3MATHYHOMY PETHKY/IYMi aMHAPHHX KITi-
TUH MiAIIenenHol 3a103u [3], NUTYHKOBUX 3a03 [7] Ta y CEKPETOPHHX KJIITHHAX CIMHHUX
3an03 nmuuuHku Chironomus plumosus [22]. 13opopmy SERCA2a inentudikoBaHo B anuHap-
HUX KJIITHHAX MiJIUTYHKOBOI 3ay1034, i30hopma SERCA2b — mianutyHKoBol Ta MiAmeaenHol
3ano3u, SERCA3 — mignuryskoBoi 3amo3u [108].

V BHYTpimmHiit MeMOpani MiToXoHapiii HasBHI Taki Ca’ -TpaHCIIOPTYBaNBHI CHCTEMH:

1) Caz+—yHiH0pTep, SIKHHA TPAHCHIOPTY€E KaTiOHH Ca*" B miToxoHpiIO 32 PaxyHOK eJeK-

Tpoximiunoro rpagienta H' i, HaitimoBipHiie, Mae kananbHy npupoxy [102];

2) Na'—Ca*"-06MiHHuK, 1m0 mepeBaxae y 30y MBHX KiiTHHAX [55];

3) H'—Ca®"-00MiHHNK, SKHiT 31e61TBIIOr0 MOMMpenHii y He30yUTMBHX KiTiTHHAX [64, 85];

4) UMKIJIOCIIOPHHYYTIMBA MITOXOH/IpiasibHa Topa (permeability transition pore), akTiBa-

11ist K0T BiIOYBA€THCS BHACIIIOK [IEPEBAHTAKEHHS MaTPUKCy Kationamu Ca®' [119].
3a izionoriunmx ymos Na'—Ca®'-06minnnk i H'—Ca®'-06MinHNK 32631y oTh BHXiz
Ca*" 3 miToxoHzpiit.

OcobusicTio neronyBanHs Ca’'y MITOXOHZIPISX € Te, IO B HUX y BUIbHOMY CTaHi
micTuthes menme 1% Ca®’, pemra nepeGyBae y 3B’s3aHOMY, ale 31aTHOMY 0 OOMiHy CTaHi.
XapakTepHoro ocodmuBicTio BuBinsHeHHs Ca’’ 3 MiTOXOHIpIH € 3HAYHA TPHBATICTH MpoIECy,
MIBHJIKICTH KOO MEHIIA, HIX IIBUAKICTh 3aXOIUICHHS HUMU Ca*'. MitoxoHapii, Ha BiAMiHY
BT HIINX KaybI[i€BUX eI0, He TeHepyroTh disionoriunmnx Ca’ -curnais.

Hormuuannst Ca>" MiToxoHApisME Mae mozBiliHe 3HadenHs. [To-nepme, HasBHicTs Ca®*
y MaTpHKCi MITOXOH/PIif € HeoOXixHo, ockinbkn Ca®’ akTHBYe TpH (PepPMEHTH LUKy TPHKa-
POOHOBHX KHCIIOT: TipyBaTIeriiporeHasy, 0-KeTorlyTapaTaeriiporeHasy 1a i300uTparaerii-
porenasy [86]. ITo-npyre, MITOXOHIPIT 31aTHI Jy)K€ TOYHO PEryJIOBaTH 3MiHH [Ca®"] y IUTO-
30711, BIUIMBAIOYH Ha Ca’"-curnany. € 1Ba OCHOBHI MEXaHI3MH TAKHX BILIUBIB:
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a) MITOXOH/pil QYHKIIOHYIOTh SIK Oap’ep Ha LUIIXY Ca’'-XBHIIb, 30KpeMa B [TAHKpEa-
IUTaxX BIAIUISIOTH CUTHAIH alliKaabHOTO MOJIFOCA B perty Kiituau [159];

6) MiToxoHApii mBHAKO OuMmIyioTh Bix Ca’ Taki oOMexkeHi MiKpOJOMEHH, SK YCTS
KaHaJTy, 3amo6iral0dn HaaMipHOMY JOKaibHOMY miasuiternto [Ca®'] (ms. [152]).

Y MITOXOH/PISIX CEKPETOPHUX KIITHH IUTYHKOBHX 3a/103 iIeHTH(IKOBAHO 1 JOCUTH
JIETATBHO OXapaKTEePH30BAHO Ca2+-yHinopTep, y MITOXOHJIPISIX MEYiHKH — Ca2+-yHin0pTep,
Na'—Ca®'- i H'-Ca*"-o6minnuxu [7, 26]. Inentudixosano Ca’'-ymimoprep i y cexperopix
KIITHHAX CIMHHUX 35103 JWIUHKU Chironomus plumosus [25]. Tloka3aHo Takox, IO
MEHaI0HIHyKOBaHa JeTOJsIpU3allis MITOXOHIPiaabHOT MeMOpaHH, sika IPU3BOJUTH JI0 ANOI-
TO3y aUMHAPHUX KIITHH MiJIDTYHKOBOI 3aJI03H, 3yMOBJICHAa aKTHBAIlIEI0 MITOXOHIPiaJbHOI
nopu [73].

Ca’’-TpancnopTyBa/ibHi cHCTeMH iHIIMX oprames. BilHenaBHa BBaXaeTHCS, IO
CEKPETOPHi IPaHyJIM TaKOX BHKOHYIOTH POJIb JIETIO Ca*". Bonu mictsats Ca** y BHUCOKIH KOH-
uenrpanii (mpubnmsHo 10 mmone/n [77], a y IXHIX MeMOpaHax HasBHI CUCTEMH IOTJIMHAHHS
Ta BuBinpHenns Ca’',

3a BusinsHenHs Ca’'3i cexpeTopHuX TpaHy: Bimmosigaors IDs-uyrmusi Ca’ -kanamm
[143] abo rimorernuni peuenropu HAA®. Bxixg Ca®* Y CEKPETOpHI MIXypIli € HEUYTIIUBHUM
710 Tancuraprigy [77], ToMy BiH He 3aiiicHIO€ThCS 3a yuacTi Ca’ -MOMIH eHIOMIA3MaTHIHOTO
PETHKYTyMy. 3Ba)arOdy Ha Te, O BHYTPIIIHBOMIXypLeBe cepenoBuie € kucanm, Ca’’ mosxe
tpancnioprysarucs Ca®'—H'-o6minamukoM. Ha kopucTh miei rimortesd CBimduTh Te, mO aBA
pisHEX mpoToHOGOPH (MOHEH3MH 1 HirepiumH) WBHAKO mnpurHidyots Ca’'-canaxm B
amniKaJbHOMY IOJIIOC] allMHAPHUX MAHKPEATIB, BUKIUKAHI alleTHixoiniHom uu [D; [169]. 1le
MOXe OyTH TOSCHEHO i0HODOPBUKIMKAHMM 3HIDKeHHsM [Ca’'] y rpaHynax 3aBIsKi PHTHI-
gennio Ca’’—H'-o0MiHHIKa Ta/ab0 3HIDKEHHSIM CTyIeHs ioHisamii intparpamymspaoro Ca®’
yepe3 miaBuiieHHs pH.

Y mMemOpaHnax siiepHOi 000JIOHKH € CUCTEMH aKTUBHOT'O Ta MACHMBHOT'O TPAHCIIOPTYBaH-
us Ca’'. Jlosenena noxamizamis I®;-uyrmmeux Ca®'-kamanis i piamommmaytmmeux Ca'-
KaHaJIB y BHYTpILIHIN Ta 30BHILIHIN siiepHuX MemOpaHax [77, 79, 93]. V 30BHIiwHIN saepHii
MeMOpaHi, Ha BiAMiHy Big BHyTpiuHboi, HasBHa Ca’'-IOMIIa €HIOMIA3MATHYHOTO PETHKYITY-
My [72, 93]. Tomy MexaHi3M MTOBEPHEHHS [Ca®'] Ko HOpMAanBHOTO PiBHS MiCIs HOTO BHBiIb-
HEHHS y HYKJICOIITa3My JOCTEMEHHO He Bizomuii. Moxkmmgo, Ca?' mudynaye 3 sapa HazoBHi
qepes BiIKPHUTI SIEPHI MOPH, a TIOTIM morinHaeThest Ca’ -[OMIIOK0.

[IuTaHHs IPOHUKHOCTI syiepHuX rop wis Ca’ 3anumaetbest Bigkpurum. Enexrpodisio-
JIOTIYHI JOCIIKSHHS 130IbOBAHKMX SIS BHSBUJIM, [0 10HHA MPOBIIHICTD SIACPHUX TIOP MOXKE
KapIUHAIBHO 3MIHIOBATHCS 1 LIO JIMILE MaJla KUTBKICTh TIOpP € BIIKPUTHMH 332 YMOB 3aCTOCY-
BaHHs merd-Kkemmy [153]. 3 iHmroro Goky, mokasawo, mo 3minu [Ca’'] 330BHi Bix i307150Ba-
HUX siJIep alMHAPHUX MaHKPEAlMTIB IIBUIKO IMPU3BOIATH 10 AHAIOTIYHHMX 3MIiH YyCepenuHi
sapa [74]. Lle cBimumTs, mo npoHuKHICTS saeprux mop ams Ca’' nae oMy 3Mory BimbHO 1u-
(hyHIyBaTH 3 IMTOILUIA3MH B PO Ta HaBMaku. [10ka3aHO TaKOX, IO SAEPHI [TOPH € TPOHHK-
Himu Uit Ca®’ HaBiTh MICIIsT BUYEPIAHHS KabLIE€BOTO JETIO SIEPHOI 060MOHKH [74].

Hikorunanunaneninaunykiieornadocdar — HoBUI BHYTPIIHBOKJIITHHHMIA IOcepe-
nuuK BuBitbHennst Ca>*. 'V 1987 p. BCTaHOBIICHO, [0 HEBiZOMa IOMILIKa y npuabaHOMy peax-
i HAJI® BuBinbhsie Ca®' 3 MiKpocoM sterb MOpebKoro kaka [58]. L{iero ZOMIlIKOr BUSBHB-
cs1 HikoTrHauunaaeHinaunykieoruapochar (HAAD) [106]. Croroani He Bimomuii crienndiy-
it pererrrop HAAJI®, a mexanizm BusinbHenns Ca®’ mix ieto HAAJI® 3auimaeTses HE3po-
3ymimnm. IcHye kinbka moxeneit HAA JI®-ismykoBaroro BusimsHenns Ca’’ (puc. 1).
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1 — pianomuruyTnuBuit Ca®-kanan a6o 1®;-uytnusuit Ca”-kanan; 2 — Ca* -kaHaIu MIa3MaTHy-
Hoi MeMOpanw; 3 — «penenitop HAAI®» (3amo3uueHo 3 [69]).

Haiinpocrima (mpsiMa) Mojens nepenbauae npame 3B’ssyanHs HAAJI® i3 Ca’'-
KaHaJlaMH BHYTPIIIHBOKIITHHHHX JIETIO a0 IUIa3MalleMH, 110 MTPU3BOAUTD 10 iXHBOT aKTHBALIil.
Jlesiki aBTOpH BKa3ylOTh Ha HasBHICTB mpsiMol B3aemonii HAAJI® 3 ounmeHrMy piaHoqMHYIYT-
mmBuMu Ca’ -kaHanamu ckenetHux M’s3iB [91], a nesii 3anepeuyioTs 1e [60].

TpurepHa Mozelb OCTYJIIOE HasiBHICTH okpeMoro peuentopa HAAJID (skuii ogHowa-
cHo € Ca”’-KaHanom), JTOKaNi30BaHOTO B MEMOPaHi KaJIbIi€BOTO €0 3 KUCIHM CePEIOBHUILIEM
(memo 1). JlokansHe BuBinbHenHs Ca’’ 3 mporo meno axtuBye Id;-uyrmmi Ca’’-kanamu ta/
a6o pianomuHuyTIHBi Ca’ -KaHAIH €HI0MIA3MAaTHYHOrO PETHKYIyMy (aemo 2) musxom Ca®'-
IHAYKOBaHOTO BUBITLHCHHS Ca2+, 1[0 IPU3BOAUTH A0 MOUIUPEHHS Caz+—CI/IFHaJ'Iy [51].

Mopenb 3MIIIaHOTO CHIPSDKEHHST BHHUKIA Ha OCHOBI jociipkeHb BIumBy HAAJID Ha
Ca”'-curHarnisaniro aruHapHIX naHKpeanwTis. Byno nokasano, mo xoua HAAJI® i aktuBye pia-
HomHuy MBI Ca®'-KaHamm, BUCOKI (MIKpOMOJISPHI) HOro KOHIEHTpAIlii JIECeHCHTH3YIOTh JIMILE
HAAJ1®-cTumyIisoBaHEe BUBLUIHHCHHS Ca%, ajie He BIUIMBAIOTh HE TaKe BUBLILHEHHS I1i/] BILIMBOM
A J1®-pubosu [74]. Tomy BBaxkaeThes, o HAAJID-38’s13yroumii 6110k caM He € Ca®'-xanasnom, a
IIBU/IIIE 32 BCE IHTETPaIbHUM MEMOpPaHHUM OUIKOM, SIKWI MOXKE B3a€MOISTH 3 PIaHOIMHUYTIIU-
BuMi Ca’'-KaHaaMM eHJIOMUIA3MATHYHOIO PETHKYIyMy (2, MOXKIIMBO, i KAHAJAMH BHYTPIITHEO
KITITHHHUX KaJIbIIEBHX JIETIO 3 KMCIIMM CEPEIOBHIIEM UM IUIa3MaTHYHOI MeMOpaHH) [74].

3rizHo 3 Mognemmo KoHpopmaniiiHoro cupspkenHs, HAAJI® Bzaemonie 3 HAAJID-
perynpoBannm Ca’’-kaHanmom, mo MicTHThCA B MeMmOpaHi meBHOro jaemo. Lleil kaHan Mosxe
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puBLIbHATH Ca’’ y Bixnosias Ha HAAJI® a6o npsmMo B3a€EMOJISTH 3 IHIIMMH KaHAJIaMU BUBI-
nbHenns Ca®’ (I®;-gyTIMBUMEI Ca*'-xaHanamu, plaHOAMHYYTIIMBUMHU Ca*'-xaHanamu) 9u
Ca*'-xaHanamu masMarndHoi MeMOpanu. Lle eMHa MOeIb, SIKa MOXe TOSCHATH TOH (aKT,
mo y T-mimdouurax Bucoki xommentpamii HAAJID necencutmsyiots Ca’'-xamamm [36].
VIMOBipHO, 10 y Pi3HUX KJIiITMHAX HasABHI pi3Hi migTunu rimorernunux perenropis HAAJ®D,
SKI O-Pi3HOMY (YHKI[IOHYIOTh. MOMJIMBA TAaKOX OJJHOYACHA HASBHICTh KITBKOX MEXaHi3MiB
susinsHenHs Ca®’ min BrmsoM HAAJI® y MeBHUX KITiTHHAX.

AuuHapHi naHKpeauuTH Oy/nu NEepIIMMHU KIITHHAMHU CCaBLiB, Y SIKUX BUsiBieHO HA-
AJ1®-iH1yKOBaHI MOBTOPIOBAHI JIOKAIbHI Ca**-craiiky B amikanbHil JIUISIHI, 110 1HAKTHBY-
10TbCs 3a Bucokol koHmnenTpamil HAA® [51]. Inaktusaris HAAJI®-peuentopiB BUCOKHU-
MU KOHIICHTpAI[isIMH aroHicra (Kijibka MKMOJIB/JI) OJIOKY€ Ca*'-craiiky, BHKINKaHi XOJIEIH-
CTOKiIHIHOM y ¢i3ionoriyaux konueHtpaisx (1-10 nikomouns/n) [S1, 52], npoTe He BIuIMBaEe
na Ca’'-craiiky, BUKINKaHi arerrmxoninoM [52] un 6omGesnroM [48]. TakuM 9HHOM, ak-
TuBalis rinorerndnux peuentopiB HAAJI® BinOyBaeThcst jiuiie 3a il XOJEIHMCTOKIHIHY.
OcTaHHE Y3ro/pKY€eThCsI 3 BiIoMuM (hakToM, IIO 32 il XOJEHUCTOKIHIHY CHOCTEePIracThesi CUHTE3
A J1D-pubosn pepmentom AJlD-pubosmiukiazoro [92], mo takox mae HAAJID-cuaTeTHnaHy
aKTHBHICTB [29].

I3 sikux BHYTpiHbOKTITHHEEX feno HAAJID Buinbnse Ca’’ B anmHapHuX KIiTHHAX?
Ha ue nutaHHs BaXKKO BiJIOBICTH, 00 amikaJlbHUIT MOJIOC IIMX KIIITHH, € BiI0YBA€THCS BUBLIIb-
nenns Ca’' mix giero HAAJI®, MicTuTh ZiBa BEJIUKI KaJbLi€BI My, JIOKAII30BaHi B €H/I0ILIA3-
MaTUYHOMY PETHKYJIYMI Ta CEKpEeTOpHUX rpaHynax [78]. Xoua npsmux Joka3iB HeMae, QyHKIIi-
OHaJTbHI JOCI/PKEHHsI BKa3yloTh Ha HasiBHICTh HAAJ[®-4yTiMBHUX CTPYKTYD SIK B €HIOILIa3Ma-
TUYHOMY PETHUKYJIyMi, TaK 1 B CEKPETOPHUX TpaHyliax allMHAPHUX MaHKpeaTuTis [74, 177].

Ca”-dynxuionansua omuunns. Oyuxiionysaunns pisaux Ca’'-TpaHcropryBanbHIX
CHCTEM € B3a€MO3AJIOKHHUM 33 PaXyHOK MO3UTHBHHX IIPSIMHUX 1 HETATUBHUX 3BOPOTHHUX 3B’sI3-
KiB Mk HuMA. Lli 38°S3KH 3HAYHOIO MIipOIO peasi3yroThCs depe3 3MiHy okanbHoi [Ca’'] Gis
yers Ca®'-kanany (TOKaNbHUX KaIbIi€BHX MIKPOJIOMEHIB), OCKIIGKH (DYHKIIOHYBAHHS Oara-
THOX C32+—TpaHCHOpTyBaHBHHX cucrem € Ca’'-3anexnnm mpouecom. JIIsi MOSCHEHHS PO
y3romkeHocTi pyHkionysanus pisaux Ca’’-rpancrnoprysansaux cucrem y Ca®'-curnamisanii
6yua 3anponoroBana kouuenis Ca' -pyHKioHanbHuX oxuaMI [19].

OckiTbkn mpsiMi Ta 3BOPOTHI 38°s13kM Mik Ca’'-TpaHCIIOPTYBANBHAME CHCTEMAMH €
oOMexeHi B mpocTopi Ta waci, y kiitmHi (opmyiothcs wimi ixmi amcam6mi — Ca’'-
(yHKIIOHABHI OUHHULI, 3 TPUHIIUIIOBO HOBUMH BJIACTUBOCTSIMH 1 HOBUMH (YHKI[ISIMH, BUKO-
HATH SKI HEMOJIIMBO, SIKIIO BUXOJIUTH 3 BJIACTHBOCTEH OKpEMHUX IXHIX CKJIaJOBHUX YaCTHH.
OG60B’s13K0B0I0 yMOBOKO (hopMyBarHs Ca’'-DyHKIIOHANEHOI OXMHMII € BXOMKEHHS 10 ii
CKJIajly CHCTEMH TACHBHOTO i CHCTEMH aKTHBHOTO TpaHcropryBauus Ca’ Ta MeMOpaHH, mo
3a0e3nedyye KOMIapTMEHTaNi3alilo X KaTioHiB. BoHa Moxe mepe0yBatu y TphOX CTaHax.
Cman cnoxoio XapakTepu3yeTbCsi HASBHICTIO AMHAMIYHOT PIBHOBard MiXk BXIJIHUM 1 BUXIZTHUM
(BimHOCHO 1HTO30m0) oTokamu Ca’'. Y emani akmusnocmi Bxinanii notik Ca** mepeBaxae
HaJ[ BUXiIHUM, BHACITIIOK Yoro murosonbHa [Ca'] 3poctae. Y cmani inakmusayii — HaBmax,
nepeBaXkae BUXIIHUH TOTIK, 1 CHCTEMa MOBEPTAETHCS 0 CTAHY CIIOKOIO.

Ca’'-(pyHKIiOHABHY OJMHMIIO MIA3MaTHIHOT MEMOPAHN CEKPETOPHHUX KITHH CIIHH-
HUX 3503 JHIUHKH Chironomus plumosus popMyroTs Na'—Ca*"-06minank, Ca*'-momma i
notenmiankepopani Ca’'-kaHann masmartuaHoi MemOpanu. Lle NpUNyIIeHHs: 0a3yeThcsl Ha
Tomy (pakri, mo mix Na'—Ca®'-o6minankom i Ca®'-nmommoro miasmarimanoi MeMOpaHH, 3 0J1-
HOro Goky, Ta Na'—Ca’’-o6MinHmKOM i moTeHmiankepoanumn Ca’'-kamamamu, 3 iHuroro,
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ICHYIOTH TICHI (DYHKIIIOHAIBHI 3B’SI3KM HaBiTh 32 YMOB BHYTPILIHBOKIITHHHOI nepdy3ii [12,
24]. Cran Ca*'-dpyHKIiOHANBEHOI OXMHMII Y [IbOMY BHIAIKY BH3HAYAETHCS 3aMexKHicTIO Na'—
Ca’"-06miny Bix akruBrOCTi Na'—K "-mommn [23].

Enponnazmatuina C32+—(byHKHiOHaJIBHa OJIMHUIIS CEKPETOPHUX KIIITHH CIMHHUX 3aJ103
maauaka Chironomus plumosus 06’emuye Ca’’-IoMIy €HIOMIA3MAaTHIHOTO PETHKYIyMY,
[®;-uyTmBi Ta piHoamHayTmBi Ca’'-kanamn. SIk HAcHizoK, 1) 10KABAHHS PIaHOAMHY B KOH-
uenrpanii 500 HMonB/1 0 cepenoBuIla iHKyOyBaHHS 32103, 0OPOOJICHUX CAllOHIHOM, CHpH-
anmsie 36inburenns BMicTy Ca®’ y ixmiii TkamuHi [22]; 2) y mepMeaGiTi3oBaHIX KITITHHAX aKTH-
Bartist [Ds-ayrmmeux Ca’ -xananis inosuromrpudocharom (10 MkMob/1) 3amobirae ogHOUAC-
Hiil akTHBallii piaHOAWHYYTIMBUX Ca*'-xaHaiB (5 HMONB/T piaHoawHy) un HaBmaku [1]; 3) B
iHTaKTHUX KimiTHHAX akTHBamis I®;-ayTmmeux Ca’'-kanaTiB MO3aKTITHHHAM a1eHO3HHTPH(O-
ctharom (100 MKMOIIB/T; OmOCepeIKOBaHO Yepe3 P2Y-perientopu) MOTEHIIII0E aKTUBALIIO pia-
HOJUHYY TIMBHX Ca*'-kananiB (10 EMOTIB/T pianonuny) [4]; 4) renapun (500 MKr/mi) cipuyn-
usie 30itbireHHs BMicTy Ca’' y TKaHMHI CamoHi30BaHMX 3aI103, e TITBKM 33 HASBHOCTI y Ce-
peloBHIL piaHOAMHY B KOHLIEHTpaLil 5 HMoJb/1 [1].

Mesni Ca’'-TpaHCmOpTyBanbHi CHCTEMH MOXYTh BXOZMTH 10 Kimbkox Ca’'-
(DYHKIIOHAIBHUX OAMHHMIb. EHIOIUIa3MaTHYHO-MITOXOH/IPiaibHA Ca2+-(bYHKI_liOHaHBHa OIMHU-
151 CEKPETOPHMX KIIITHH CIIMHHUX 3aJ103 THYuHKA Chironomus plumosus CKIIaaaeTbCs 3 KaHAIIB
BuBinbHenHs Ca’’ eHommasmaruasoro pernkynymy ta Ca’'-yHimoprepa MiTOXOHIPIH, OCKiTh-
ki 1ist Ha Bvict Ca®’ y TKaHHMHI CIMHHAX 347103 PiaHOMHY Ta PyTEHII0 YepPBOHOTO, a TakoxK ID;
Ta PYTEHII0 YepBOHOIO 332 YMOB MOEIHAHHS iX y cepenoBulli iHKyOaii € HeaxutuHo [2]. He
MOKHA BIIKHIATH TAKOK HMOBIpHOCTI icHyBaHHs B3aemoii Mix Na'—Ca® -o6minrnkom un H'—
Ca®"-00MiHHHKOM MiTOXOHIpIii Ta Ca’'-[IOMITOI0 €HIOITA3MATHIHOTO PETHKYITyMY.

Ipunymenss mpo icayBans Ca’’ -(hyHKIIOHANBHAX OMHKII CITIB3BYYHE 3 TITOTE3050
Kancenu Ta criBaBT. [52], SIKOIO TOCTYJIFOETHCS HASIBHICTh OCHMJISITOPHOT OIMHMILI, 110 CKJIa-
naeThest 3 pianoauH- ta IDs-aymmBoro Ca’'-kanamis. BiacHe (yHKIOHYBaHHS TAKOi OCIIH-
JNSTOPHOT OMMHAIII 3a6e3Medye reHepaiio, Ha TyMKy aBropis, Ca’ -xBuib y nurommasmi. Are
rinore3a mpo 00’€qHaHHS AKTUBHUX 1 MACHBHHX C32+—TpaHCHOpTyBaHBHHX CUCTEM TIEBHOI
ginsakn muromtasmu y Ca’ -(yHKI[OHATBHY OMHUIIO A€ 3MOTY TIIHOIIE 3pO3yMiTH MeXaHi-
3MH B3a€MO3B’SI3Ky Mix IuMu cuctemamu. Tomy momsatTs «Ca’' -hyHKIiOHANbHA OUHHIIS €
3HAYHO HIMPIUINM, HDK «OCHUISITOPHA OJTUHULIS.

3araabHa XapaKTepucTHKA Ta Kiaacudikanis Ca’ -curnanis. s BUKOHAHHS KaTi-
onamu Ca”" (pyHKIii BTOPHHHOTO MOCEpeIHIKA HOro KOHIEHTPAIlis B KJIITHHI Y CTaHi CIIOKOIO
MOBUHHA OYTH AyK€ HU3bKA, OCKUIBKK TpUBaJie ii MiJBHUIICHHS NPU3BOJUTH 1O 3arubeni Kiri-
tuH [39]. 1l{oOM YHUKHYTH IOSIBU BHUCOKOT [Ca®"];, HeGesmeyHOI st KIITHH, KOHIEHTpALIis
imbHoro Ca®' B urosomi mixrpumyerses Ha piBai 100 HMomb/1, w0 y 10™ pasis mMenime, Hix
[Ca’'] y 30BHIMIHBOMY CepeOBHIII.

OpHuM 31 coco0iB KOPCTKOT perysiii [Ca®']; € mBHIKE 3B’ sI3yBaHHS Ca*" 3 xemaro-
pamu, 3aBJISKH YOMY Ca*’ nudyHaye ayxe MOBUIBHO 1 HA Maii BificTaHi B nuToruiasmi. Bera-
HOBJIEHO, 10 70 B3a€MOIII 3 C32+—3B’}ISYB8.JILHI/IM 6inkom kartion Ca’' IudyHIye Ha BiICTaHb
0,1-0,5 mxm [31]. ToMy B KJIITUHAX HasBHI MEXaHI3MM CHUTHAJII3allii, [0 IPYHTYIOTHCS Ha re-
Hepalii KOPOTKUX JOKaIbHUX mixeuiieHs [Ca’']; (Ca®*-cnaiikis) [38]. Ha cporoani Bizomo 2
THnH Takux enementapnx Ca’'-curmani: Ca’-madm (puffs — cmamaxu) Ta Ca’'-crapku
(sparks — ickpn).

AxTHBaris rpymu (knactepa) 61u3bK0 posramoBaHux I®s-uytimeux Ca’'-xamamis
aroHIiCTAMH MPHBOMMTH 1O KOPOTKOYACHOTO, MPOCTOPOBO oOMeskeHoro mimsuuteHHs [Ca’']
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nobnmu3y kiacrepa. Taki eleMeHTapHi mojii Ha3UBaKOTh Ca’-nadpamu [179]. Ca’"-madu e,
MabyTh, THM THIIOM JIOKaabHOro Ca’'-CHrHaly, 10 BUHHKAE y 6araThox, SKIIO HE y BCIX, He-
30yuiMBHX KinitHHAaX. LI enemMeHTapHi noAii MalOTh TUIIOBE HAPOCTAHHS aMILTITYu Bif 50 10
600 HMOJIB/J1, MOUIMPIOIOTHCS MPUOJIU3HO HA 6 MKM 1 TpUBatOTh 10 1 ¢. OgHOYacHO MOXe Oy-
TH 3apeecTpoBaHo Om1u3bKo 100 caifrie Takux Ca’'-curnanis Yy MaJHX COMAaTHYHHX KIITHHAX
[41]. Briepre X crioctepirany B 0OMKTaX IITOPIECBOT xadu [179].

Ca*"-cnapku € noziGanvu 1o Ca®'-madis i 3yMOB/IEH] aKTHBALII€IO JHIIIE PlaHOIUHHY-
tnuBux Ca’'-KaHalliB, HAPHKIAL, y kapaiomiornurax [53]. Bonu maroTs TpuBaiicTs 10 50 Mc
Ta MOIIUPIOIOTHCS Ha BificTanb 2 MKM [152]. IMOBIpHO, 110 CrIapKK T'€HEPYIOThCS HE MOOIUHO-
KAMH P1aHOMHYY TIIMBUMHU Ca*'-xaHanamu, a ix kmacrepamu [170].

IHmmit mpuknaz C32+-CPIFHaJIy XapakTepHUH IS amiKajdbHOTO TMOJII0Ca CEKPETOPHUX
KJIITHH, HANPUKJIAJ, eK30KPUHHUX KIITHH MiALUTYHKOBOT 3ano3u [144]. TyT nokanbHUiA cHr-
HaJl XapaKTepU3y€eThCsl MOBUIBHUM 4aCOM HapOCTaHHsI aMILTiTYau (>1 ¢) i BIIHOCHO 3HAYHUM
nommpeHHsiM, 10 10 Mxm [100], mo Binpismse ix Bix «xnacuannx» Ca’ -madis.

Ommcani BHUILE Ca* -curnanu cami piako OyBarOTh HOOAMHOKHMH HOMISIMH, a IX CYKYyTI-
HICTH hopmye Ca’’-cHrHalIHM BHIIOTO PiBHS CKIIAHOCT, 1[0 XapaKTepU3YIOThCSA IEBHIMH IIPO-
CTOPOBO-YACOBHMH OCOOIMBOCTSMH. 32 YaCOBHMH IapaMeTpaMH iX HOAUIsioTe Ha Ca’'-
Tpam3ienTn (Toxi MoBa e mpo mooauHOKe 36inpmenns [Ca’'] y muTo305i, mAKpeco0Yn
panToBicTh i MMHymIiCTh 1BOTO cHrHany) Ta Ca’*-ocumsimii, mo CKmagaTIOThCA 31 cepil
Ca*'-cmaiikiB [168]. V 6araThox BHIajkax Xapaktep aroHicrcrnpuumrennx Ca’' -cHrHAmiB
BU3HAYAETHCS THIIOM aroHicTa, HOro KOHIIEHTPALIEIO Ta IHIIMMH YMOBaMH JOCIILY.

Tepmin Ca¥-xpuui 3aCTOCOBYIOTH JJISl O3HAYCHHS Ca2+—CI/IFHaHiB, IO 3 YacoM II0-
LIHPIOIOTHCS Y KIITHHI. PO3pi3HAIOTH TOKanbHi Ta rmobanshi Ca’'-xsumi. Baxaerscs [41],
10 JIOKAJIbH1 Ca**-curnam e MyCKOBUMH y TeHepauii KJIITHHHOT BIIMOBi/I Ta BUCTYNAIOTh
CKJIaJI0OBHMH YaCTHHAMH TJIOGANFHOrO CHTHANY. 3a meBHHX yMoB Ca’'-XBHis, MO BHHUKIA
Ha amiKaJbHOMY MOJIOCI CEKPETOPHOI KJIITHHH, MOIIUPIOETHCS 10 0a3albHOTO IMOJOCA —
nokansHui Ca’’ -CHTHA MEepeTBOPIOETHCS HA TIOOANBHMIL. Y MexaHi3Mi MOMIMPEHHS r106a-
neroi Ca®'-xBuuti Bij amikanbHOTO moMmOCa 10 6a3aTbHOI YACTHHM KIITHHM GepyTh ydacTh
mitoxomapii, I®;-ayTinBi Ta pianogmaayTINBi Ca’'-KaHAIN EHIOMIA3MATHYHOTO PETHKY-
nyMy. 3BiCHO, MeKa Mi JOKaIbHUMH i r1obansanmu Ca® ' -XBUIISIME € JOCHTh YMOBHOIO if y
0araTb0X BHIIAJKaX BH3HAYAETHCS MPOCTOPOBO-YACOBOI PO3AUIBHOI 3MATHICTIO TEXHIKH
BHMIPIOBAaHHS.

IeperBopenns madis (crapkis) y Ca -ocrmmsii un Ca®'-xBui BinbyBaeThes MUTAXOM
Ca*"-inmyxoBanoro BusinsHenns Ca’’ (Ca®’-induced Ca®' release, CICR) [38], mo mosirae B
HacTymHoMmy. EnemenTapHe jiokainbHe MiIBUILCHHS [Ca®'] € HeomropigHIM, TOGTO [Ca’'] 3Me-
HILY€EThCS 3 BiIAAJICHHSIM Bijl KjlacTepa pelenrtopis. Bucoka [Ca2+] 6ing Buxonis Ca’'-xananis
CHpUYHUHAE X 1HAKTHBAIIiIO, a JIEII0 HMXK4Ya HAa MEBHIN BiJCTaHI aKTHUBYE CYCiJHI KJIacTepu
[D;-gyTnuBHUX 200 pPiaHOAWHYYTINBUX Ca®'-kananis. Lle IpU3BOANTH 10 reHeparii HAaCTYIIHO-
To Ca”—natby (cmapky) i T. 1. Takum YHHOM, Ca’'-XBHIISl [IOLIMPIOETHCS HE3ATEKHO BiJ| HAsIB-
HocTi [D; (HAAD-prbo3n), sikuii HEOOX1THUHN JIHILIE JJIs 3aITyCKY Ii€T XBHUIII.

CTpYKTypHO-pYHKIIOHAILHA TONSAPH3ANisA CeKpeTopHuX KjitTmH i ix Ca’'-
TPaHCHOPTYBAJIBLHHUX cHcTeM. CeKpeTopHi KIIITHHU MAlOTh BUPAKEHY TOJIIPU3AIlI0 Y po3Ta-
uryBaHHi opraden (puc. 2). Ile 3yMoBiIeHO 0COOJIMBOCTAMU TXHBOTO (YHKIIOHYBaHHS: uepe3
0azajpHy MeMOpaHy 3 MMO3aKJIITHHHOTO cepeoBuIla (KPOBi) y KIITHHY HaaXOIsATh HEOOXIAHI
peUOBHHH, a yepe3 amikalbHy MeMOpaHy 3IIHCHIOETHCS CEKpellis; JIaTepajlbHUMKU MeMOpaHa-
MU KJIITHHH KOHTAKTYIOTh MiX C00010.
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Puc. 2. AuMHApHA KIITHHA MAIUIyHKoBOI 3amosn: Ca®” wave — Ca®'-xpums, Ca®’ influx — Bxix Ca®" y
kiituny; ATP supply — nmocrauanas AT®; Lumen — nopoxxanna anunyca; Exocytosis — ex3o-
uro3; Granules — cexperopHi rpanynu; ER — enpomnasmaruynnii pernkyiaym; Mitochondria —
MiToxoHpis; Nucleus — siapo; Base — 6a3anpHuUi Motoc KIiTHHY; 3amo3mdeHo 3 [ 140].

VY KITHHAX alMHYCIB IMiALUTYHKOBOT 3aJI03M SAPO 3MillleHe A0 0a3ajbHOro IMOJoca.
EnjoruiazmMaTuyHUi pETUKYIIYM YTBOPIOE JIyKe T'YCTY CHCTEMY TPYOOUOK y Oa3anbHiil yacTu-
HI KJIITHHU # oTouye siipo [78]. MeHIo Mipoto BiH HassBHU B aliKaibHiil YaCTUHI KIITHHH,
Jie OCHOBHHI 00’€M 3aiiMaroTh CekpeTopHi rpanynu [78]. JloBeneHo, 1m0 eHa0Ia3MaTHYHUHA
pPeTUKYIyM 0a3ajbHOi YaCTMHHM KJIITHHH CIIOJYYEHHH 3 allikaJbHUM, YTBOPIOIOYH CYLLIBbHY
cucremy [145]. Anapat ['oyibIKi MICTHTBCS O€3M0CEPEHBbO Ol MUISHKA 31 CEKPETOPHUMU
rpanyjiamMu. MiToXoHpii po3milieHi HeoaHopinHO. JlocmipkeHHs, 3/1iCHEH] 3a 10MOMOT0I0
¢yopecuentaux 3ou1iB Mito Tracker Green 1 Red, noka3zanu, mo MiToXoHIpil HasBHI nepe-
B)XHO B NEpUrpaHyIsipHii (rycruna — 25,69+1,58% o), nepunykineapii (9,07 £ 0,97 %
IUTOII) JUTAHKAX Ta mobim3y 6a3ansHoi MemOpanu (12,61+0,77% mromti) [96]. Tlepma rpymna
MITOXOH/Ipiil YTBOPIOE MOSC HABKOJIO CEKPETOPHUX IpaHyl i anapary ["onbuki, BIAAUIOUN 1X
BiJ si/1pa, JaTepajibHol MeMOpanu Ta 6a3anbHOI yacTuHM KirituHu [96, 140]. [Tokazano, mo i
MITOXOH/Ipil YTBOPIOIOTH CTa01JIbHI KOMIUIEKCH 3 anaparoM ['oJib/ki Ta KOHTaKTYIOTh 3 €HJI0-
TUIa3MaTHYHUM PETUKYIyMoM [62]. [Ipyra rpyna MiTOXOHIPiH OTOYYE sIpO, aje HIKOJIH Tpsi-
MO HE KOHTAKTY€ 3 sIIEPHOI0 00O0JIOHKOIO, siKa Bi/IJIEHa BiJl HUX KiJbKOMa LIapaMu eHJoIlIa-
3MaTHYHOro petukynymy [140]. Tpers rpyna MiTOXOHIpiil MiCTUTBCs B Oe3mocepeaHii Oiu-
3bKOCTI J10 Oa3osarepaibHOT MeMOpaHu. Y MPOMIDKKY MK HUMH 1 IIa3MaJieMOI0 eHJI0TLIa3Ma-
TUYHHUH PETHKYJIYM BiacyTHil [96, 140].

Y ceKpeTopHUX KiiTHHAX po3moin Ca’ -TpaHCOPTYBATBHEX CHCTEM TEXK € TOJISAPU30-
BaHHi1. B anMHapHUX KIiITHHAX MiJIUTYHKOBOI 3271031 GinbimicTs I®;-uytmmBux Ca’'-kananis
PO3TaIIOBaHI B OCHOBHOMY, SIK OYyJIO TIOKa3aHO IMYHOTICTOXIMIYHHM aHaJi30M, OIS amikajib-
Hoi MemOpanu [107, 124], a Takox y BHYTpillIHIN siaepHiil MmemOpani [79, 93]. binbuiicts pia-
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HomuHayTIMBAX Ca’'-KaHamis, 3rigHo 3 iMyHOXiMiuHMM aHamizom [109], posmimero B Gasa-
JbHIN YaCTHHI [MX KIITHH; B aliKajdbHIA 4acTHHI X HeOaraTo, aje y AUISHIY, [ TTOYNHAIOTh-
Csl arOHICTCIIPUYMHEH] CUTHAJIM, BOHH OBHICTIO BiJICYTHI.

3 BUKOPHCTaHHSM BHCOKOMOJIEKYJISIPHHUX JIEKCTPaHiB 1 KOH(POKAIBLHOT MiKPOCKOIIIT Ipo-
JEMOHCTPOBaHO, mo BuXig Ca’’ 3 alHAPHUX AHKPEATHTIB BiOYBAETHCS MEPEBAXKHO B AlTiKa-
JBbHII IUISHIN, [0 BKa3ye Ha BIIMOBIIHE MOIIUPEHHS Ca’*-momm masMaTH4HOi MeMOpaHH y
ux kiituaax [35]. Le Oyno miaTBeppKeHo IMyHOIOTTYHUMH JIOCITIDKEHHSIMH, SIKi TIPSIMO MTOKa-
3amy, mo Ca®'-momrn 31e6ibIoro posMilieHi B amiKambHiil | TaTepanbHAX YaCTHHAX ILIa3Ma-
THuHOT MeMOpaHu naHkpeauutiB [108]. V KiIiTHHAX alMHYCIB 1 MPOTOK MiIIIENETHUX 3aJ103
Ca®'-mommu Takox Gy pO3MillIeH] MepeBakHO B FOMiHATBHII MemOpani [108].

I30opopma SERCA2a HasiBHA BUKIIFOYHO B AliKaJIbHIN YaCTHHI allMHAPHUX KIITHH M-
HLTYHKOBOT 3a5103H1, a i30¢opma SERCA2b — nepeBakHo y 6a3aipHiil yacTuHi. B anpHapHuX
KIITHHAX migmenenHol ciauaHol 3a103u SERCA2b posMiliieHa roJJOBHUM YHHOM AIiKaIbHO 1
narepansHo, a SERCA3 — y 6a3anpriit wacturi [108]. IlepenbadaeThes, mo AemnoKepoBaHi
Ca’'-kanamm, a6o kanamn emuicHoro Bxoxy Ca’’, posramoBani Ha Ga3aqbHOMY MOOCI CeKpe-
toprux xmitus [103]. Ticmst akruBawii nerokeposannx Ca’ -kanamis Ca>* moske TPaHCIIOPTY-
BaTHCs 3 0a3aJIbHOT YACTUHU KIIITHHHU B alliKAJIbHY CTPYKTYPaMH €HIOIUIA3MATUYHOTO PETHKY-
aymy [122, 144].

OTKe, allMHAPHY KIITHHY MiIILTYHKOBOT 321031 MOYXHA MOIUINTH Ha TPU MOPQOIIOTiv-
HO Ta (DYHKIIOHAJIBHO Pi3HI KOMIIAPTMEHTH: aIliKaJIbHUH MOJIIOC, OOMEXEHHUN MepUTpaHyJIsp-
HUMHU MITOXOHIPIsSAMH, Oa3ajbHUI MONIOC, 3alIOBHEHUI €HJOIUIA3MATUYHUM PETUKYJIYMOM i
NpUMEMOpaHHUMHU MITOXOHAPISIMHU, Ta JAUISHKY siipa. 3p03yMisio, 110 iHII TUIH CEKPETOPHUX
KJIITHH MaloTh NEeBHI MOP(OJIOriyHi 0COOIMBOCTI, NPOTE 3arajbHUil I1aH OyJOBU MOIIOHUIA.
OCHOBHOIO BIIMIHHICTIO M)XK al[MHAPHUMH TTAHKpEAlMTaMU Ta KIITHHAMH allMHYCIB MiJIerne-
MTHHUX CIIMHHHX 3aJ103 € Te, 110 OCTaHHI MalOTh HA0AraTo OUIBINY IUIOLLY KOHTAKTY 3 MOPOKHH-
HOIO 3QJ103H, & TOMY B HUX MOXKHA BUIUIMTH JIHIIe 0a3anbHy Ta JIIOMiHaIpHy MeMOpanu [104].

VY CekpeTOpHUX KIITHHAX CIMHHHX 3aj103 JuauHku Chironomus plumosus Ha miacTaBi
aHaJi3y pO3MIILIEHHS OpraHell 1 BIaCTUBOCTEH C32+—TpaHCH0pTyBaJILHHX CHCTEM TEX IOCTY-
JIFOETHCSI HASIBHICTh HE MEHIIIE TPhOX MPOCTOPOBO OKPECICHUX KaIbI[IEBUX JOMEHIB — Oa3alib-
HOTO, arikanpHoro Ta siaepuoro [20]. KanbiieBuii nomeH, sikuii nmoB’si3aHuil 3 QyHKIIOHYBaH-
HsAM Oa3anbHOI (0a30-1aTepanbHOl) YaCTHHH IUTa3MaTHYHOI MEMOpaHH, — 11e¢ IPUMEMOPaHHUI
MPOCTIp, BIOKPEMIIEHHH BiJ| 1HIIOT YaCTUHM LIUTOIUIA3MH HAA3BHYAWHO MIUIBHUM LIAPOM Mi-
Toxomapiit. Ca’'-CHrHAT Y LBOMY Ga3anbHOMY Kanbuic6omy OOMeHi TEHEPYEThCS 3aBISKH
y3romkeHoMy (GyHKIioHyBaHHIO (prc. 3, 1-5) mortenuiankeposannx Ca’'-kananis, Na'—Ca?®'-
o6minHnKa Ta Ca’’-momnn miasmarmaroi MemOpanm, siki popmyrots Ca’’-(pyrkuionamsay
OJIMHUIIIO [JIa3MAaTHYHOT MEMOpaHH, a TAKOK Caz+—yHiHopTepa MITOXOHAPIH (2 TAKOXK, IILITKOM
MOxTHBO, Ca’ -IIOMITH eHI0IIIa3MATHIHOTO PETHKYIIyMY i OOMIHHHKIB MiTOXOH/PIH, OCKi/Th-
ku Ca”', o BXoauTh uepes nenokepoBani Ca’'-kaHalH, OTPAILILE 3PEIITOIO B CHAOMIA3MA-
TUYHHUH PETUKYJIYM, YaCTKOBO IPSMO, & YACTKOBO 4epe3 MiToXOoHpii). [likoM noridno npu-
nycTuTH, mo 3aBxanasM Ca’'-CHrHATy, CIPHYHHEHOrO 3MiHOK (YHKIIOHAIBHOI aKTHBHOCTI
Caz+—TpchnopTyBanLHHx cucreM 0azajpbHOTO KamblieBoro aomeHy (1-5), € perymroBaHHS
MPOLIECIB €HJOKUTO3Y W E€HepreTHYHOro 3a0e3MEeYCHHS CEKPETOPHHUX KIITUH. AniKaabHuil
Kanbyiceuit 0omeHn — 1ie YaCTHHA LUTOIUIA3MHU HaJ| IIAPOM MITOXOH/PIi, 32 BUHITKOM, Ma-
OyTb, sapa. JlouinbHicTh QyHKIIOHYBaHHS TaKOTO JOMEHY BUHHKAE i3 HEOOXiJHOCTI BUOKpE-
MUTH TPOLECH €K30IMTO3Y, & TAKOXK CHHTETHYHI MPOLECH Ha MeMOpaHaX IPaHyJSIpPHOTO €H-
JIOTUIa3MATUYHOTO PETHKYJIyMy. AKTHBALlISl KANbIIEBOT BIAMOBII 32 Yy4acTIO €HAOIIa3MaTHY-
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Hoi Ca”’ -pyHKITiOHATbHOT 0K (6-9) MOBHHHA CyPOBOKYBATHCS ITi ABHIICHHSIM CHHTE3Y
NPOAYKTIiB cekpemii Ta ixHIM exsoyumosom. Enpornasmarmuro-miToxoHmpiamsna Ca®'-
(yHKIIOHANIbHA OJJMHUIIS BUKOHYE BAXIIUBY POJIb y PEryJIIOBaHHI HAIIOBHEHHS BHYTPILIHBO-
KJIITUHHUX JEI0 KaTiOHaMU Ca2+, a TaKoX 3a0e3reuye y3roKeHHsI IHTEHCUBHOCTI €K301IUTO-
3y, CUHTE3Y 1 (yHKIIOHYBaHHS 1OHTPAHCIOPTYBAJIbHUX CHUCTEM, 3 OJTHOTO OOKY, T OKUCHOTO
(hochopusroBaHHsl, 3 IHIIOTO.

3HauHi PO3MIpH SApa JAI0TH 3MOTrY TPHITYCTHTH, WO y Il yactumi xmitian Ca’'-
CHTHaJl Ma€e CBOi OCOOJIMBOCTI, TOMY CIIii TOBOPUTH MPO HASBHICTH II€ OIHOTO, Mpembo2o,
A0epro2o Kanvyiceozo domeny. Ilpouecu, 1o TaM Bil0OYBalOThCS, 1€ HEOCTATHHO TOCIHIIKe-
Hi 1 Oy/1yTh PO3IIISIHYTI HUXKYE.

MexaHi3MHu reHepanii Ta po.ib JOKAJIbLHHUX i r106aabHux Ca’*-curnanis y ¢pynxmi-
OHyBaHHi cekpeTopHuX KiaiTuH. Haiikpame nokansi ta rnodamsni Ca’ -curaamm gocmimke-
HI B allMHAPHUX MaHKpeauuTax. Bigomo, mo no4aTkose miIBUILEHHS [Ca2+] i Qi€ro aneTwi-

gap junction
channels

Ccr-voc

3c

Na-K'
pump

¥

Puc. 3. lnorernuna cxema Ca®'-curnanizanii ceKpeTopHEX KIITHH CIHHHHX 3103 THIHEKH Chirono-
mus plumosus: Ca**-VOC — norenuiankeposani Ca’ -xanamn; Na'—Ca®" exchange — Na'—Ca?'-
o6MminanK; PMCA — Ca**-momma mrasmatudHoi memOpann; P2X i P2Y — BigmosimHo P2X- Ta
P2Y-penertopn; SERCA — Ca’'-roMIia eHmomIa3sMaTHIHOTO PETHKYITyMYy; InsP;R — 1®s-
aytmnei Ca®'-kanamm; RyR — pianomumaytiusi Ca®'-kanami; UP — Ca’'-yrinoprep MiToXOHZ-
piit; gap junction channels — BucoxonpoBiaHi MikkmiTHHHI kanamu; Na'-K* pump — Na'-K'-
nomna; K'-VOC — norenniankeposani K -kanam; CI'-VOC — norenniankepopani Cl'-kaHanu;
InsP; — [d5; ATP — AT®; undpoBi no3HAUYEHHS — MOCTIJOBHICTD MPOIIECIB 3a ii €K30r¢HHOTO
AT® [20].
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XOJIIHY B IIMX KJIITHHAX Bi0OyBa€ThCs Y TaK 3BaHIi TPUTEpHIii 30Hi, pO3TAIIOBaHIi Ha amiKalb-
HOMy mosmoci [98]. € nami, mo B TpurepHiii 30Hi HasBHI ID;-ayTimei Ca®'-kanamu migrumy 3,
Haio1bIn yyTuBi 10 [D;, 1 0 caMme BOHM BIAMOBINAIOTH 32 HILIALIIO Ca® -xBuib [124]. TTic-
s mporo BinOyBaeThest mommpenns Ca’'-xsui 3a Mexamismom Ca’’-iHayKOBaHOrO BHBifTB-
nerns Ca®'. 3anexHo Bix TUITy Ta KOHIEHTpAI[l aroHicTa, 10 BUKJIMKAE BUBIJIbHEHHS Ca2+,
Ca*"-xBrii a60 MOLIMPIOIOTHCS 110 BCill KITiTHHI (rmoGanbHi cHrHamm), a0 0GMesKeHi armiKaib-
HHUM IOJIFOCOM (JIOKAJTbHI CUTHAJIH).

[MTokazaHo, 1110 came HepUrpaHyJisipHi MITOXOHAPIT BiAIrparoTh posb 6ap’epa, siKuid 00-
mexye mommpenns Ca®’-xBuib 3 amikanbHOTO TosTIOCa B GazanbHmit (puc. 2) [159]. 3a disio-
JIOTIYHUX KOHIIEHTpaLii aneTuaxoiiny uu [P; BUHUKAIOTh JIOKAIbHI CaZ+-XBI/IJIi, SK1 HE 31aT-
HI [TO0JIATH MITOXOHApianbHOro 6ap’epa. IIpore mpyu BUCOKMX KOHIIEHTPALISAX IIUX arOHICTIB
a60 3a ymoBH GokyBanHs Ca’'-yHimopTepiB MITOXOHIPiH BUHUKAIOTH r100aNbHI ITiBHIICH-
wst [Ca®'];. OnHak Taki rnoGanbHi XBHII He BHHHKAIOTh, SIKIIO 3aCTOCYBAaTH PiaHOAWH y KOHIIE-
HTpAITiSX, MO OIOKyIOTh pianomguadyTaiei Ca’'-kanami. ToMy 3a MOMMPEHHS TIOOATEHHX
Ca’'-curuanis BianoinaroTs pianomumuyTiuei Ca’'-kaHamm, TOKaTi30BaHi 3a MITOXOHIpPiaTb-
HUM 0ap’epoM y OazanbHill yacTuHi KiaituHu [159].

AUCTHIXOMIH 1 XOJNCHUCTOKIHIH € JBOMA HANBKIMBIIIUMH (Di3i0JI0TIYHIME aroHiCTaMHu,
110 MO’KYTh BHKIHKATH SIK TT00A/TbHI, TaK i nokambHi Ca’'-CHrHANM B alMHAPHAX MAHKPEALTAX.
VY BHCOKHMX KOHLIEHTpALiiX OOM/IBA AaroOHICTH BHKIHMKAIOTh IJIOOAbHI CUTHAIM, Y HU3BKUX
(HAZATOPOrOBHX) KOHLCHTPALIISIX ALICTHIXOJIH BHKIMKAE JIHILE TOKAIbHi moroproani Ca® -criaiikm,
TOJ SIK XOJICOIMCTOKIHIH MOYKE BUKJIMKATH 1 BIJHOCHO JOBrOTpHBaJI r100ajbHi Tpau3ieHTu [142,
168]. IIpote ciin 3ayBakKUTH, MI0 TJIOOATHHE I IBHUILICHHS [Ca®"],, BUK/IMKAHE ALETHIXOTIHOM y
BHCOKHUX KOHIICHTPAI[SIX YK XOJICOIMCTOKIHIHOM, MOXE HE MaTH YKOHOTO 3HA4YeHHsI JUis (DYHKIIIO-
HYBaHHs1 KJIITHH, OCKUIbKY TaKi KOHIIEHTpALIil aroHICTIB He € ()i310JI0TYHUMH.

dizionoriune 3HaYeHHs MOKaTbHUX Ca’ -CHTHANIB, BUKIMKAHAX AUETHIXOMIHOM i XO-
JNELUCTOKIHIHOM, 3po3yMise: JToKanbHe miaBuiteHHs Ca’' B amikagbHOMY MOITIOCI CTHMYITIOE
ex3omutos. 11010 rmo6ansuux Ca’'-cHrHaTIB, BHKTHKAHMX XOIEHHCTOKIHIHOM, TO iXHS Bak-
JIMBICTh MOKH 1110 HE JOBesieHa. Binomo, 1110 BoHU 3/1aTHI ipoHuKaty B siapo [81, 168], a Tomy,
MOXITUBO, 3[[IIICHIOIOTh PErYJISLII0 eKCIpecii I'eHiB.

VY wiiTHHaX alMHYCIB CIMHHHUX 3aJI03 CHTYyallis BUrisigae iHakie. OCOOMMBICTIO IHMX
KJIITHH € T€, IO iHIyKOBaHE alleTUIIXOJIHOM BUBIIbHEHHS Ca? CTHUMYIIIOE CEKPELLIO eJIeKTPOJTi-
TiB [147], ane He ek30LMTO3, kUil KOHTpoItoeThess HAM® [149]. Jlo HenaBHHOTO Yacy BBaka-
JIOCS, IO TaM T€HEPYIOTHCS JINIIE TII00aBHI Caztcnmann, HEOOXiH] U1 OHOYACHOI aKTHBA-
uii Ca®-kepoBanmx Cl-kaHaniB momizanbHOi MeMOpann ta Ca’ -kepoBannx K'-kananis Gasa-
nbpHOT MeMOpanu [125]. Lli curHanu, sik 1 y naHKpealuTax, BAHUKAIOTh Ha alliKaJbHOMY IOJIOC
Ta TIOMMPIOIOTECA B HampsMKy OazamsHOro [107]. IIpoTte HemomaBHO Oyno IOBENECHO, IO
nokanbhi Ca®'-CHrHaIMM MOXKYyYTh BUHHKATH y KIITHHAX AIMHYCIB TTIIEIEHIX CIMHHIX 34103
[87]. Bimbime Toro, moBemeHa ixms (izionoriuHa BasiMBicTh, ockimbkk Ca’'-keposami K'-
KaHanu 0a3ajbHOI MEeMOpaHW MOXYTh aKTHUBYBATHCS 1 NPH 3MiHI MEMOPaHHOIO MOTEHIANY,
BHK/THKaHii axTiBariero Ca’' - kepoBannx Cl-kaHaiB TrOMiHaIBEHOI MeMOpaHu [87].

KanbuieBa curnamizanis y aapi. Binomo, mo Ca*’-CHrHAIIM TIOMIMPIOIOTHCS HE Tillb-
KU B IIUTO30J11, a # y sizipi [79]. Buiue Oyio 3a3HaueHo, 10 Y siiepHiit 000JIOHIII HasIBHI CHCTe-
mu TpancropryBauus Ca’’. ToMy OCTaHHIM dacoM OyJI0 MPOBEIEHO HM3KY JOCIIIKEHb st
BustBITeHHS poyti Ca’'-CHIHATIIB, 10 BUHHKAIOTH Y SPI.

3ri/IHO 3i CyYaCHMMH JaHUMH, OCTIfHOTO rpajgieHTa KoHueHTpamii Ca’’ Mix Hykieo-
IUTa3MOI0 Ta IUTOIIa3MOI0 He icHye [42]. 3a yMoB reHepariii riob6amsHIX Ca*'-xBWiIb BimMiH-
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Hocti y [Ca®'] M LMTOMIA3MOIO Ta HyK/IEOMTAa3MOI0 TAakoX HesHauni [32]. Tumuacosmit
rpagient [Ca’>'] MOXIMBHIA JMIIe TP BHHUKHEHHI JoKanbHux Ca’'-XBHIIb, 10 HE MPOHHKA-
I0Th Y SIIPO BHACIIZOK 0ap’epHOT QyHKIIT HABKOJIOsIEpHUX MiToX0HApil [96]. Taki TumMuaco-
Bi rpamienti [Ca’'] OyJ10 BUSBIICHO B allMHAPHUX MaHKpearurax [81].

JloBeneHo, 1m0 B sApI MOXJIMBHH CHHTE3 iHosurtoimnomidocdarie [59] ta nAJ d-
pubo3u [30]. Ha ocHOBI 1IbOTO MPHITYCKAIOTh, WO SIEPHI Ca*'-curnanu MOXYTh BHHHUKATH
HE3aJIE)KHO BiJ MUTOIUIA3MaTHYHKUX. [IpoTe HI HAasIBHICTh, Hi (hi310JOTIYHA BAKIMBICT TAKHX
CUTHAJIIB y CEKPETOPHUX KIIITMHAX OCTATOYHO HE JoBeieHa. HaBmaku, icHye GaraTo AaHuX
npo Te, mo Ca’’-curHany y sapi BUHMKAOTB JIHIIE MCHs HUTOMIA3MATHYHAX: BUBLIGHCHMIT B
muromasmi Ca>’ nudyyHaye y HyKieormiasmy, 3amyCKaloun TaM Tojanbiie BuBiibHerns Ca®™
4yepe3 BiAMOBIAHI KaHamu [42]. B anuHapHux maHkpeanuTax KOpPOTKA 1 TPUBAJA s al[eTHIXO-
JiHY B HE3BKHX KOHLEHTPAIIAX HE MPUBOAATH 10 reneparii Ca®'-cHrHaris y suipi Ta HaBKOIO
Hboro. [IpaBia, BUCOKI 103U ALETUIIXONIHY YU XOJCHUCTOKIHIH Y (i310J0TIYHUX KOHICHTpa-
LiSIX BUKINKAIOTH T106a1bHi Ca’ -CHrHANHM, 10 TIOMHPIOIOTHCS y simpo [81, 168]. HemomasHO
BUSIBJICHO TAKOXK, I110 aKTHBALlIS TOTEHIIAJIKEPOBAHMX KaHaliB L-Tiy B HEHpOHaX MOPCHKOTO
cnumaka Aplysia californica npuzsoauts 1o TpaHciokauii AJ]d-pubo3uinukia3u 3 MUTO30-
ILTA3MH B SLIPO, 110 MOKE MPH3BOANTH 0 reHeparii Ca’’-curnanis [40]. TiM He MEHIIe, TOKH
IO HEBIZIOMO, YW ICHYIOTh cHeuu(iuHi IMO3aKIITHHHI HOocepenHuKku (Hanpukiaza, dakropu
POCTY), SIKI CEJIEKTMBHO BUKJIMKAIOTh Ca*'-curnanu y sapi.

JlenoxkepoBaHuii BXiJl KaJbLil0 y ceKpeTOpHi KJIiTHHHU. TpuBana CTUMYJIALIS KIITHH
MPU3BOJUTH 10 BUUEPIAHHS KaJbLIEBOTIO MyJly €HAOMJIa3MaTHYHOTo peTukyinymy. Lle BinOy-
Ba€eThCs TOMY, 110 Ca’', BUBINBHEHHIT 3 €HIOMUIA3MATHYHOTO PETHKYITyMY ITij{ 4ac CTHMYJIALL,
YaCTKOBO BMBOXMTHCS 3 KimiTHHM Ca’'-mommamu ruiasmaneMn. BCTaHOBIIEHO, MO IPOTSTOM
rnobansaux Ca’'-TpaH3ieHTiB, BHKIMKAHMX CEKPETArOraMu, KIiTHHA BTpauae Oinbmre 20%
Ca®', BUBiIBHEHOTO 3 BHYTPIIIHBOKIITUHHUX Jenio [166]. SIkOu He Oyino mMexaHi3my MoBep-
nenns Ca’' y KimiTHHY, BOHA 6 MIBHIKO BTPATHIIA 31aTHICTh PEAryBaTH HA 30BHIIIHI CTHMYJIH.
Bxix Ca®' y KIITHHY BiJJOyBa€ThCs 4epe3 JNernoKepoBaHi Ca*'-xanamu [139], micnst goro Bin
Bipasy mormuHaeTbes Ca’'-MOMIIAMI €HIOMIA3MaTHYHOTO PETHKYIIyMy. 3TiHO 3 3arambHo-
NPUIHSATOIO KOHLEIIEI0, CTYMiHb BiAKPUTTS Aenokepoanux Ca’'-KaHAmiB 9iTKO 3a1eKHTH
Bifl KOHUEHTpawii BimbHOro Ca’’ B eHnorazMarnaHoMy perukynymi [150]. Tomy Tancurap-
TiH, 3aCTOCYBaHHSI SIKOT'O TIPU3BOAUTH JI0 CHIILHOTO BHUYEPIAHHS KaJbII€BOTO MYy SHAOIIa3-
MATHYHOTO PETHKYIyMy, TIOBHHEH MOBHICTIO aKTHBYBATH jaerokepoBammii Bxix Ca’’. Ause
npsiMi BUMIPIOBaHHS BXO/Y Ca*" enexrpodizionoriuHnmu MeToxaMu 3arepedyoTh IONepeaHe
tBepmkenns [138]. Lle mosicHoeThest HasiBHICTIO Ca’ -3a1IeKHOT, ane IemOHe3aIeKHOT IHAKTH-
Bartii nenokeposannx Ca’'-kananis [136]. Y nemoxeposanomy Bxomi Ca’’ GepyTs yuacTs Ti-
MOTETHYHI JCIOKEePOBaHI Ca’"-KaHamu TIa3MaTUIHOT MemOpanu, [D;-ayTauBi CathaHaJm,
Ca’'-moMnHu eHoMmIa3MaTHIHOTO peTnKyiymy, Ca’' -TpaHcropTyBaIbHI CHCTEMH MIiTOXOH/I-
piit i mesiki iHmn OinKkK. Hrdkue HAaBOAMMO OCHOBHI TiIIOTE3H JIETIOKEPOBAHOTO BXOAY Ca®".

ExcriepumenTt Ha crpaTH(iKOBaHMX OBOLMTAX (B SKUX €HIOIUIA3MATHUYHHUN PETHUKY-
JyM MOXXe OyTH KOHIIEHTPOBAaHHMM B OJHOMY IIapi 3aBISKH LEHTPU(YTYBaHHIO IHTAKTHUX
KJIiTHH) mokasaiy, mo Bxig Ca’’ B KIITHHH MC/Is BUYEPIAHHS AETIO BiIOyBa€ETHCSA JUIIE MIPH
HaONMKEHHI €HIIOIUIa3MaTHUYHOTO PETHKYJIyMy 10 rmiazmanemu [95]. Lle y3romkyerbes 3
HElIaBHIMHU JIOCII/DKEHHAMH, siKi moka3anu BaximicTh STIM1 (stromal interacting molecule
1) y perymsii nemoxeposanoro Bxoxy Ca>' [112]. € nokasu, mo STIM1 e cencopom Ca*, mo
npu Budepnanni Ca’'-myiTy eHIOMIA3MAaTHIHOrO PETHKYIyMy MOXE MepeMIlIaTHcs B MeBHi
TOYKH EHOIIa3MaTHYHOTO PETHUKYIIyMY, JIOKaJIi30BaHi OijIsl Iia3MalieMH, i akTHBYBATH Jie-
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nokepoBani Ca*'-kanamu [112, 116]. Y KIiTHHAX CITMHHHX 3a103 JEOAWHM Ta ITiAIIETCITHIX
3am03 mum Oinku miasmamemu TRPC1 ta Orail, a takox STIMI1 cmigpHO pO3MIIIeHI
(rosoKali3oBaHi) y paloHi IIa3MaTHYHOT MeMOpaHH. 3aCTOCYBaHHSI TallCUTapriHy 301IbInye
konokamizanito TRPC1, Orail ta STIM1 y nux xmituaax. [Tokazano, mo BiacytHicts TRPCI1,
Orail un STIM1 y KIiTHHAX CIMHHUX 3QJ103 JIIOJMHU MPU3BOIUTH 10 MPUTHIYESHHS, a Ii1BU-
mena excripecis TRPC1 — 1o miacunenss aemokeposanoro sxoxy Ca' [135].

HemronaBHo Oyinia 3amporoHOBaHa IiKaBa MOJIENIb aKTHUBALl JIEHOKEPOBAHOIO BXOIY
Ca®" y kmitunax minii HEK293, a Tako y HATHBHHX KITHHAX IIiAUITYHKOBOI Ta CIIHHHOI
3a/03 3a yuacTi 6inka mmrockenery Homer 1 (HI), I®s-aytmmeux Ca’'-xamanis Ta Ginka
TRP3 [101]. 3rigno 3 nanumu nux gociigHukis, H1 perymtoe mBuakicts nepemimiens TRP3
3 BHYTPIIIHBOKIITHHHUX BE3HKYJl y IUIa3MalieMy 1 HaBmaku. Y KIITHHAX, U0 Mepe0yBatTh y
crani criokoro, TRP3 icaye y xommiexcax TRP3—H1b/c—IdDs-ayrmusuit Ca’'-kanan, mo pos-
MillleH] YaCTKOBO y IUIa3MaTW4Hiii MeMOpaHi, a 4acTKOBO y Be3ukyyax. 3B’si3yBaHHs [D; 3
[®;-uyrmmBuM  Ca’'-kaHATOM [PHU3BOAMTH [0 YTBOPEHHSM AKTHBHOTO —KOMIUIEKCY
[®;-uytmBuii Ca’’-kanan-TRPC3-H1b/c ta mepemimensst Besuky: i3 TRP3 10 mmasmarnu-
HOI MeMOpaHW. YTBOPEHHS TaKHMX aKTHBHHMX KOMIUICKCIB 1 momasbine mepemimeHas TRP3
MOXKE TaKOX BUKIMKATUCS BHUepHaHHsIM aeno. [licns 3amoBHeHHs aeno TRP3 moepraeThes
3 [UIa3MaJIeMH Y BHYTPIIIHbOKIITHHHI Be3ukysu [101]. MoxnuBo, inmi 6inku poaunau TRP,
30kpema TRP6, Takox yTBOpIOIOTH MOAi0HI KomIutekcu [101].

Ioka3aHo, M0 B AMHAPHHUX TAHKPEALNTAX AeroKkepoBanmii Bxix Ca’’ cympoBomKy-
eTbest normmHanHsiM Ca”’ mpuMem6paHHIME MiToXOHIpisME [140], 110 MPHBOXKTS [0 T1iABH-
menns kouuentpanii HAJI® y mitoxonapisx [173]. Tomy nemokeposanmii Bxin Ca inren-
cudikye nokanpHuii cuure3 AT®, sikuil BUKOPUCTOBYETHCS Ca’'-nmoMmamu eHxorIasMard-
HOTO PETHKYIyMy MpH TpaucropTyBanni Ca’’, 0 HaIXOMUTh Y KIITHHY 4epes JernoKepoBaHi
Ca*"-xanamu. Iormunanns Ca’’ npuMeMOpaHHEMH MITOXOHAPISMH MOXKE TAKOX CIIPHATH
YTPUMAaHHIO IETIOKEPOBAaHUX Ca*'-xaHaniB y Bimkputomy craHi [82]. MoXJIHBO, 1ie TIOB’I3aHO
31 MIBHIKMM YCYHEHHSM MITOXOHIDISMH BHCOKHX KOHIeHTpauiii Ca’’, sKi iHaKTHBYIOTH
nenokepoBani Ca®'-xkanamu [137].

TakuM YMHOM, Ha OCHOBI BiJIOMHX Ha ChOTO/IHI ()aKTiB MOXKHA 3aIIPOIIOHYBATH HACTYII-
Hy MOJie/Tb (ByHKIIOHYBAHHS Ta peryisii aenokeposanoro Bxoxy Ca’’ y cexperopsi kimith-
HH. Y CTaHi CIOKOKO BinOyBaeThcs HesHaunmit BUTIK Ca’' 3 €HIOIIA3MATHYHOrO PETHKYIYMY
[123] Ta #toro TpaHcHOpTYBaHHS 3 KIITHHH Ca*'-mommamu mrasmanemu [165]. Lli mpouecu
3piBHOBakeHi 3 piBHO3HauHMM BXogoM Ca’' uepes merokepoBani Ca’'-KaHamu 3 MOJANBIIHM
fioro mormuuanEsM Ca’’-OMIaM# €HIOTIA3MATHYHOTO PETHKYIYMY Ta IPHMEMOPAaHHIME
MITOXOHpisMH. 3a X yMOB poGota Ca’’-mOMII MPHTHIYYEThCS BHCOKOK KOHIGHTPALLEI0
Ca’' B enpommasmarnasomy perukyaymi [123], a STIMI mepeGyBae maeko Bif mIa3MazeM.
[Tpu cTumynsauii aroHicToMm BinOyBaeTbes yrBopeHHs [D;, sikuit aktuBye 1D;-uyTiamsi Ca®'-
KaHaJIH, 0, B CBOIO YEPry, IPH3BOINTE 10 BUBiMbHeHHs Ca’’ 3 eHI0MIa3MaTHIHOTO PETHKY-
nymy Ta nepemimenns TRP3 y miasmanemy. 3umkenns [Ca’'] B eHIOMIA3MATHIHOMY pETH-
Kynymi Mae aBa Hacmigku. [lo-nepme, STIM1 TpancmopTyeThCs 10 MicIlb KOHTAKTy €HIOILIA-
3MAaTUYHOTO PETHKYIYyMY 3 IutazManemMoro [ 135] it akTuBye Tam momnepeHs0 HasiBHI Y MOWHO
cpopmoBani 3aBsikn TpaHciokanii TRPC3 nemokeposani Ca’'-kanamu. ITo-mpyre, BinOysa-
eTbest akTuBaris Ca’’ -[IOMIT eHIOMIa3MaTHIHOTO perukymymy [123]. Ca*', sikuit TPaHCHOPTY-
€TBCS B KIITHHY depe3 perokepoBani Ca’’-kamaiu, MIBHAKO MOTTMHAETHCS PO3TAIIOBAHMME
HEMOJATiK IpUMeMOpaHHIMH MiToXoHApisME [140] Ta Ca’’-moMmamu eHIOMIa3MATHYHOTO
PEeTUKYJIyMY, Yepe3 10 He BiJI0YBAEThCsI INI0OATBHOTO ITiABUILICHHS [Ca®'];[123], xoua ne He
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BHKJTIOYA€ CYTTEBHX JOKaNbHHX (rykryamiii [Ca’'] y mpoMikKy Mik eHIOMIa3MaTHIHHM
peTuKyayMoM 1 mia3Manemoro [71]. MitoxoHapii, NOrJauHyBIIH Ca*', iHTeHCH(DIKYIOTh CHH-
te3 AT®, sKHii BUKOPHCTOBYEThCS Ul po6oTi Ca’'-IOMIT eHI0MIA3MATHYHOTO PETHKYIYMY.
OCKUIbKY KaJbl[ieBa EMHICTh MITOXOH/IPIii OOMeXeHa, MOTIIMHYTHH HUMHU Ca®" Moxe 3romoM
BUXOIWTH 3 HUX 1 TPAHCIIOPTYBATHUCS B €HAOIUIA3MATHIYHIHA PETUKYIIYM. [Ca®"] B engommasma-
THYHOMY PETHKYJIyMi IIOCTYIIOBO 3POCTA€, IO 3MEHIIY€ MBHAKICTh mormuHanas Ca’’ momma-
Mmu [123] i, B cBOIO 4epry, MPHU3BOAUTH A0 ITiIBUIIECHHSI [Ca®'] 6ims memokepoBammx Ca’'-
KaHaTiB Ta ix inakTuBaii [136]. Bpemri, Hactae MomeHT, kommu myx Ca’' eHomIa3MaTHIHOro
peTHKyIyMy TOBHICTIO BimHoBmenmii. Toxmi Ca’’-oMma eHIOMIA3MaTHYHOrO PETHKYIyMY
MAKCHMAIIbHO iHTiGYEThCS 1 OHOYACHO IHAKTHUBYIOTBCS JeroKepoBani Ca’'-KaHamm 3aBIsKi
npunuHeHHio aktuBytoudol aii STIM1 Ta okajabHOMY MiJBHICHHIO [Ca®']. 3anoBHEHHS 1ETIO
TaKOX MPHU3BOAUTH 10 mepemiierHs TRP3 3 mia3manemu y BHYTPILIHBOKIITHHHI BE3UKYJIH
[101]. 3po3ymisno, 1110 pi3Hi TN CEKPETOPHUX KIITHH MAlOTh CBOi OCOOJIMBOCTI, TOMY MOX-
JIMBO, IO ONKCAH] MEXaHi3MH peryJisiii aermokeposanoro Bxoxy Ca’’ (yHKIIOHYIOTb HIIe y
YaCTHHI 3 HUX.

Mincymok. Takum yMHOM, cucTeMa Mepeladi CUTHAIIB Y CEKPETOPHUX KIIITHHAX 3a
ydacTi Ca®" ¢ Ham3BHMYANHO CKIAAHO OpraHizoBaHOK. Ha CHOTOMHI ISl CEKPETOPHHX KIITHH
CCaBIlIB MO’KHA BHIUIMTH IICBHI OCOOJMBOCTI MPOXOKEHHS HuX mporecis. ITo-mepie, BCi
MeMOpaHHI OpraHoiAM 3laTHI JETIOHYBATH Ca”, MPUYOMY MITOXOHAPIT (YHKIIOHYIOTH SIK
6ap’epu 1t motmmperHst Ca’ -XBHIIb, pO3ILIAIOUH CeKpeTOpHY KJIiTUHY Ha 2-3 (yHKLIOHANb-
HO pi3HKX KommapTmenTH. Ilo-mpyre, Ca’'-curHamisamis rpyHTyeThCS Ha reHepartii JIOKaiTb-
HUX i rmo6ansaux Ca’'-xBrb B ocHOBHOMY 3a yuacti Ca’'-kamani nemo (IDs-ayTauBuX i
PIaHOIMHYYTIMBHX), & HE IUIa3MaTHYHOT MeMOpaHH (TIOTEHIIATOKePOBAHUX YK PELENTOpKe-
poBanux). Lli curHanyu BUHUKAIOTh B aliKAJIbHOMY MHOJOCI KJIITHHHM 1 MOIIUPIOIOTHCS 3aBISIKH
Ca*'-inmyxoBaromy BusimenenHio Ca’'. I, mo-tpere, Bxix Ca’’ y cexperopsi kimiTHuK Binby-
Ba€ThCs 31e6ibIIOro Yepes aenokeposani Ca’'-kanamu 6e3 sHauroro migsumenss [Ca’');.

[Tpote ekcrpamosnoBaTy BCi 1i 3aKOHOMIPHOCTI Ha CEKPETOPHI KITHHH IHIIMX IPYI
TBapHH, 30KpeMa 0e3XpeOeTHHX, TOBHOK MIPOI0 ITOKH III0 HE BapTO, OCOOIMBO 3BayKarOuu Ha
HEIaBHI JOCITIIKEHHs], IPOBEACHI Ha IMX KIITHHAX.

Hes3Bakarouu Ha 3HA4HI JAOCSTHEHHsI HAYKU Y JOCIIDKEHHSX KaJbIi€BOI CHrHaJi3awii
CEKPETOPHUX KJIITHH, HaJlall 3aIMIIAI0THCS HE JI0 KIHIS 3pO3yMIJIMMH TaKi KIIFOYOBI 11 acnek-
TH, SIK fenokepoBanuii Bxig Ca’’, pons rnobansrux Ca’’-curmanis i Ca®'-curuamis y spi.
HeBiTOMHME TaKOXK € MEXaHi3MH B3aeMOAii Ta po3inenHs pisuux Ca’'-curmamis y ommiit
KJITHHI 32 BIUIUBY PI3HUX aroHICTIB (HANPUKIA — alleTUIIXOJIIHY Ta XOJCLUUCTOKIHIHY B allu-
HapHHUX MaHKPEaInuTax).
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Ca’-TRANSPORTING SYSTEMS OF EXOCRINE GLANDS
SECRETORY CELLS
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In this rewiew we discuss present concepts of functioning of Ca®"
transporting systems in secretory cells of exocrine glands. In detalls are de-
scribed voltage-operated, receptor-operated and store-operated Ca®'-channals of
plasma membrane ryanodine receptors, inositol-1,4,5-receptors of endoplasmic
retlculum Ca”"-pumps of plasma membrane and endoplasmlc reticulum and
Na'-Ca’ —exchanger of plasma membrane. Special attention is paid to coopera-
tion of Ca*"-transporting systems and to generation and propagation of calcium
signals in secretory cells.

Key words: voltage-operated Ca”'-channals, store-operated Ca®‘-channals, ry-
anodine receptors, inositol-1,4,5-receptors, Ca’"-pump, Na'-Ca®'-
exchanger, secretory cells.
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