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benok sHmopuanH A, KOTOPEIA B TeHOME MJIEKOIIUTAIOIIMX KOAUPYETCs TpeMsl rTeHaMM — 3HA0puInH Al,
A2 1 A3, y4acTByeT B PETY/ISILIUA CUHANITUYECKOTO IIUKJIa Ha CTaIUsIX 9K30- ¥ SHIOLIUTO3a U TIPUCYTCTBYET
B PE3epBHOM ITyJie cuHanTnyeckux Be3ukys (CB), rae ero pyHKIMs He sicHa. DKCIIEPUMEHTHI, TPOBENCH-
HbIE in Vitro, TTIO3BOJISIOT TIPEIIOIaraTh, YTo nocpeactsoM SH3-noMeH-omocpenoBaHHbIX B3auMOIeii-
CTBUIT BHIODUINH A 00ecIIeunBaeT BXOXKICHNE psiga OEJIKOB B COCTAB XXUIKOM OSIKOBOM (ha3bl, OpraHu-
sytoineid CB B pe3epBHOM mysie. Mbl ucciaenoBanu 3deKT ynaaeHus reHOB S3HA0MDWINHA U OJHOTO U3
€r0 MapTHEPOB, YYACTBYIOIINX B 3TUX B3aMMONEUCTBUSX, — AIMHAMIUHA, Ha opraHu3anuio CB B cuHarcax,
00pa30BaHHBIX KOPTUKAIBHBIMU HEAPOHAMU B KyJIbType. MccaenoBanust mokasaiu, YTo yaajleHue TeHOB
9HA0GUIMHA HE TPUBOIUT K U3MeHEeHUsIM TuioTHocTu CB B pesepBHOM Tyiie. B To ke Bpemsi ynajieHue
TeHOB AMHAMWHA | 1 AMHAMUHA 3 BBI3BIBAET 3HAYMTETHHOE YBEJIMYEHNE JIOTHOCTU BE3UKYI. MBI Tipen-
rosiaraem, yto GyHKIMUU HAO(WINHA B CUHAIICAX AOMOMH0TCS npyrumMu SH3-noMeH-conepxammu
OeskaMU, KOTOPBIE SIBJISIIOTCS KOMITOHEHTaMU Oe1KOoBo xXuakoi da3bl pezepBHoro mysa CB.

KioueBble cjioBa: CHAIIC, Pe3ePBHBIN My CUHANTUYECKUX BE3UKYJI, pa3neieHue KUaKux das, aH10-
GWIMH, TMHAMWH, LUK CUHAIITUYECKUX BE3UKYJT

DOI: 10.31857/S0233475524020087, EDN: xkdssv

BBEAEHWE HccnenoBaHus, npoBeneHHbIE C U30JIMPOBAHHBI-
MU GeJIKaMu, TToKa3aju, YTo 3HA0(UINH CITOCOOeH
00pa3oBaTh XUIKYIO (pa3y BMecTe B cMHaricuHoM. Ero
MPUCYTCTBUE IMO3BOJISIET BOUTHU B COCTAB XXUIKOM (pa3bl
HeJaoMy psiay Apyrux 6enkoB, Haxonsiuxcs B PIT in
VIvo, TAKMX KaK UHTEPCEKTUH, AMHAMUH U aM(PUPU3NH
[9]. DTO cBoOIicTBO AenaeT SHAOMUINH KaHAUAATOM
Ha POJIb INIABHOTO PETYIISITOPA COCTaBa XKMUAKOM (a3l
u cTpykTyphl PI1. BeimonaHsieT 11 sHAO(DWINH 3Ty

(1)YHK]_[I/IIO B 2KMBOM CHMHAIICE, OCTACTCAd HEU3BECTHBIM.

B nanHoii pabote MbI uccaenoBanu 3 dexT yaae-
HUS TeHOB 3HA0(pWIMHA HAa opraHu3aiuio PIT B cu-
Harcax, 00pa30BaHHBIX KOPTUKAILHBIMYA HeiipoHaMU
B KYJBTYpe, B COCTOSIHUM TTOKOS].

Pe3epBHEI myn cuHanTMIecKux Be3ukyn (CB) —
CITeIMAIN3UPOBAaHHbBII HeMeMOpaHHBII KOMIIApTMEHT
XMMUYECKOTO CUHAIICa, HAXOMSIIUIACS Ha pacCTOSTHUU
okoso 100 HM Haj aKTUBHOM 30HOM U comepKalinii
BE3UKYJIBI, 3aII0JIHEHHBIC HEIIpOMEIUaTOPOM, KOTOPEIE
HCTIOJB3YIOTCS JIJIST CUHATITUYECKOM TIepenadi IIpy I10-
BBIIIIEHHOM aKTUBHOCTU cuHarica [1, 2]. McTomeHue
3amaca CB B pe3sepHoM mysie (PI1) mpuBomuT K HeBO3-
MOXXHOCTH JITUTEIIEHOTO ITOANEPKAHMS CHHAIITIISCKOI
repenavy ¥ K CMHaNTH4YecKoii nenpeccun. OCHOBHBIM
CTPYKTYypHBIM KoMrioHeHToM PIT siBnsietcst 6eok cu-
HAaIICHH, CIIOCOOHBIH IIpU ONpeneIeHHbBIX YCIOBUIX
MIEPEXOINTh U3 PACTBOPUMOTO COCTOSIHUS B COCTO-
sSIHUE XXUAKOM (ha3bl, 00pa3yst OeIKOBbI KOHASHCAT,

BKJtouarommii B cedss CB [3—5]. B cocTosiHuM nokost
B PII Taxcke noxkanuzyercs psii SHIOLMTO3HbIX OEJIKOB
[6], B uactHOCTU N-BAR 6eok snnodmint A [6—S].

MATEPUAJIbI U METObI

Kyavmypot kaemok u 31eKmpoHHAs MUKPOCKORUSL.
KopTukanbsHble HEHPOHEI ¢ TPOMHBIM HOKAYTOM II0

168



OPTAHU3ALIMA PESEPBHOI'O ITYJIA CUHAIITUYECKNX BESUKYJI B HEPBHDLIX...

reHam sHgodummHa Al—3 (EndoTKO; n = 3), ¢ 1BOIA-
HBIM HOKayTOM Mo reHam aAuHamuHa 1,3 (Dynl1,3DKO;
7 = 3) ¥ KOHTPOJIbHBIX XKUBOTHBIX (# = 3) KyJIbTUBU-
pOBaJIX COIJIACHO OIIMCAaHHOMY paHee IMPOTOKONY [7,
10, 11]. Mpimun EndoTKO u Dyn1,3DKO nojydeHbl
CKpeIIMBaHUEM XHUBOTHBIX C HOKAyTOM OTHEIbHBIX
reHoB, Kak onrcaHo paHee [10, 11]. [IpemapaTsl Kynb-
TYp HEMPOHOB ObLIY MPUTOTOBEHHI B 1a00OpaTOpUU
P. De Camilli (Yale University School of Medicine,
USA) n mo6e3Ho nipenocTtasiieHsl TTpod. P. De Ca-
milli. ITepBuYHBIE KyJIbTYpPbI KJIETOK MOJYyYaIn U3
SKMBOTHBIX Ha cTanuu pa3putus PO B omMHAKOBBIX
ycnoBusx. HeitpoHbl (ukcupoBany yepes 2 Heaenu
in vitro B 1.3% TiyTapoBOM aJibIeTruie, IIPUroToB-
JIEHHOM Ha 66 MM HaTpuii-KakogujiaTHOM Oyde-
pe, noctdukcuposanu B 1% 0sO,, 1.5% K,Fe(CN),
B 0.1M Hatpuii-KakonuiatHoM Oydepe, OKpaluiBaau
B 0.5% ypaHuialerate, AETMAPATUPOBAIM B CIIMPTaX,
3akmoganu B cmoity Embed 812 (EMS). Cepun u3
5—10 ynerpaToHKUX 70-HM Cpe30B M3TOTaBINBAIN
Ha yasTpaTtoMe Leica UC 1 moMenaay Ha MOKPBIThIE
dopmBapom GiieHabl. Cpe3bl KOHTpaCTUPOBaIu B 1%
BOIHOM pacTBOpPE ypaHMJIAIleTaTa 1 LIUTpaTa CBUH-
114, UCCJIEMTOBAJIU C MTOMOIIbIO TPAHCMUCCUOHHOTO
3IEeKTPOHHOTro Mukpockomna Jeol-1400 ¢ kamepoii
Olympus-SIS Veleta (2048 %2048), ¢poTorpadmpoBanmm
Ha yBenumuyeHusax X 30000 u x50000.

Anaau3 uzoopasxcenuii u cmamucmuxa. CUHaICbl
OTOMpAaJH CIyJaifHBIM 00pa30M Ha CepUITHBIX Cpe3ax.
711 cpaBHEHUSI TOMOT€HHBIX ITOMYJISIIAN B pa3ind-
HBIX KYJIBTypax UCCIIeAOBAHUS IPOBOIMIIM Ha aCUM-
METPUYHBIX CUHarcax. s aHaim3a 3JIeKTPOHHBIX
Mukpodororpadmit n msmepenus napametpon PI1T
ucnoab3oBanu [TO Image J. 3HayeHus miommanu PIT Ha
UICHTU(PULIMPOBAHHOM LIEHTPAJIbHOM Cpe3e CMHarca
HOPMAaJIM30BaJIi K JUIMHE aKTUBHOM 30HBL. Ha HekoTo-
PBIX cpe3ax ObUIO CJIOXKHO MPOBECTH U3MEPEHNE BCEX
HMHTEPECYIOLINX CTPYKTYP, HallpuMep, M3-3a2 HAKJIOHHOM
OpPHEHTAIINH ITTOCKOCTHU cpe3a. C 3TUM CBSI3aHbI pasiiv-
Y1 B KOJIMYECTBE N3MEPEHUI OTIEIbHEIX ITApaMETPOB
B rpacdukax. CTaTUCTUYECKYIO0 00pabOTKY TaHHBIX IPO-
Bomwuu ¢ riomolibio I10 Prism 9 (GraphPad).

PE3VIJIBTATHI

I1pu TpoitHOM HOKayTe Mo reHam dHAO(GUIMHA
Al1—-3 (EndoTKO) ¢peHOTUINYEeCKUM TIPU3HAKOM
MEXHEepOHHBIX CMHAIICOB Ha YJIBTPACTPYKTYPHOM
YPOBHE SIBJISIETCSl HAJTUUME KJIATPUHOBBIX BE3UKYJI
B HEMMOCPEACTBEHHOM OJIM30CTU OT aKTUBHOU 30HBI
[10]. BTO cBSI3aHO C TEM, YTO OCHOBHOIT (PyHKIIMEH
SHIO0(MWINHA TP SHAOLMTO3¢ SIBISICTCS IIPUBJICUCHIE
(peKpyTHHT) K MeMOpaHe Be3uKyJ1 pochHOnHO3UTH-
ndocdara3pl CHHAIITOSSHUHA, KOTOpas 3alycKaeT
MPOLIECC CHATUS KJIaTpUHOBOTro okaiimiaeHus [ 10, 12].
BUOJOTMYECKME MEMBPAHBI

TOM 41 Ne 2

169

HetictButensHo, B cuHaricax EndoTKO Bokpyr kia-
crepa CB MBI 00HAPYKMIN KIIATpUH-OKAWMJICHHEIS
Be3ukyinnbl (KB) (puc. 16). IIpenmyiiecteeHHo KB
HaxoAWJIMCh HA paccTossHUM 10 200 HM OT rpaHUIIbI
kiacrepa. KonnuectBo KB B 3T0ii 30He cocTaBUIIO
B cpenHeM 24.82 nporus 2.92 KB/MKM? B KOHTpOJIE
(p <0.0001, t-Tect; puc. lu). B psae cayyae KB Ha-
Omoany B akcoIjla3Me Ha pacCTOSTHUY OoJiee 1 MKM
OT TpaHMIIBI KiacTepa (MakcuMyM — 1.44 MKM), Tajeko
3a IpeaejaMu 30HbI SHIOLMTO3a.

Cunaricel EndoTKO nmenu BeipaxkeHHBIE KJIaCTephl
CB, Bxumtouarorue Be3ukyasl PIT (puc. 16). ITnomans
PII B cunancax EndoTKO 6bl1a B cpenHeM B 1.6 pa3a
MeHbIIIe, 4eM B KoHTpoure (p = 0.0108, t-tecT; puc. 13),
YTO OOBSICHSICTCS 3aMeIJICHUEM DHIOINTO3a B CU-
Harcax. HemmorHoe 010KrupoBaHue KIIaTpUH-3aBUCH -
MOTO 3HIOIUTO3a, BEPOSITHO, SIBJISIETCS CIEACTBUEM
YaCTUYHOIO AyO0anMpoBaHUs (PYHKILWHI 3HI0(PUINHA
JIPYTUMHU OeJIKaMU, TAKMMH KaK MHTEPCEKTUH 1 aMu-
(pu3MH, KOTOpbIE UMEIOT CBOMCTBO B3aMMOIEHCTBOBATh
¢ naptHepamu sHpoduIuHa [13]. YTOOBI BBISICHUTS,
MOBJIUSIIO U OTCYTCTBUE SHAO(GUIMHA Ha CTPYK-
Typy PII, Mbl U3MepUIIN MIOTHOCTh PACIIOJIOXKEHNS
CB B kmactepax cunaricoB EndoTKO n B koHTpoOIIE.
CTraTUCTUIECKY 3HAYUMBIX Pa3IMIN MEXIY STUMU
TpYIIaMU BBISIBJIEHO He ObLIO (7-TecT; puc. larc).

s cpaBHEHUS MBI KCCIIEAOBAIN ITIOTHOCTH pac-
rojoxxeHnst CB B cuHarcax ¢ IBOMHBIM HOKAyTOM I10
reHam quHamuHa (Dyn1,3DKO). Kak v cuHanTosiHUH,
JUHaMUHBI 1,3 B3aMMOJeHCTBYIOT C SHIO(PUINHOM
B IIpoliecce 3HAOLUMTO3a [8] 1 HEOOXOAUMBI IJISI TTOA -
JIep>XKaHUST SHAOLIMTO3a B LIEHTPAJIbHBIX CHHAIICaX
[11]. ®enotun Dynl,3DKO xapakTepusyeTcss MHO-
TOYMCJIEHHBIMU MHBarMHAIIMSIMU IIPECUHANITUIECKOI
MeMOpaHbl, 00pa3yoLIMMU KJIaTpUH-OKaMIIeHHbIE
aMku [11, 14], 9To Takke HaOJIIOIAIOCh B HAIIIMX KC-
nepumeHTax. Pasmepsl PIT Obu1M 3HAYUTENTBHO YMEHbB-
meHI (puc. 10, 13). Knacrepst CB 6bu1 00HapYXKeHBI
TOJILKO B OTIEILHEIX CUHAIICAX, a B OOJILIINHCTBE
OTCYTCTBOBAJIU, YTO OOBSICHSIETCS MOJIHOM OJ10Kag0i
KJIaTPUH-3aBUCUMOTO SHIOILIMTO3a B OTCYTCTBUE M-
HaMWHa 1 HECITOCOOHOCThHIO KJIaTPMH-HE3aBUCUMBIX
MexaHU3MOB 3(ddekTuBHO popmuponsath CB [11].
ITnotHocTh Be3ukyn B PIT oka3zanachk cyliecTBeH-
Ho BbIle B cuHancax Dynl,3DKO mo cpaBHeHUIO
¢ EndoTKO (p <0.0001) (puc. le, le, lac). Pazmumamii
B CPEOHEN JJIMHE AKTUBHOM 30HBI B UCCIENOBAHHBIX
cMHarIcax ooHapyXeHo He 05110 (puc. 1k).

OBCYXIEHHE

HccinenoBaHus mociaeIHUX JET IIOKa3alu, YTO
KJTIOUEBYIO pOJIb B OpraHM3alIM KMIKO# a3kl Be-
3ukyn PIT urpaer 6enok cnuaricus [4, 5]. Hammune
IOMOJIHUTEJIbHBIX 0e1KOB B cocTaBe PII mmo3BoisieT
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Puc. 1. DddexTsl yoaaeHus TeHOB S3HA0(UINHA U IMHAMKWHA Ha opraHu3aiuio pedepBHoro nyna CB B acuMMeTpUUYHBIX
CHUHATICaX B KYJIBTYpe KOPTUKATHHBIX HEUPOHOB.

a, 8, 0 — DJIEeKTPOHHbIE MUKpOGOTOrpad aCUMMETPUYHBIX CUHAIICOB B KOHTPOJIBLHOU KYJIBTYpe HEMPOHOB (a), B KyJIb-
Type HEMPOHOB C TPOWHBIM HOKAyTOM I10 TeHaM 3HAO0MWINHA (8) U ¢ IBOMHBIM HOKAyTOM IO TeHaM auHamuHa 1 1 3 (0)
B TIOKO€. 30HBI, COMepKaIle KJIaTPUHOBBIE BE3UKYJIHI (6) U KJIATPUH-OKaiiMJIeHHBIE sSIMKU (0), BBIIEIEHBI Oe10il pam-
KOl M TTOKa3aHbl HAa BCTaBKax Mpu OoJibllieM yBeaudeHun. Ha Mukpodororpadusx 6, e, e yuactku PI1, nusoopakeHHbIX
Ha a, 6, 0, TOKa3aHbl TPY OOJIBIIEM YBeIMYeHH. MacmTab 11 a, 6, d: 500 HM; 11 BCTaBOK Ha 6, d: 100 HM; 11 6, ¢, e:
100 am. O603HavYeHUS: a — aKCOH, 1 — neHaput, CB — cunantuyeckue Be3ukynbsl, PIT — pe3epsHbriit myn CB, Mx — MuTto-
xoHapusi, KB — kiaTpuH-okaiiMaeHHbIe Be3UKY/bl, K — KnaTpuH-oKaiiMIeHHbIE SMKU, YepHas CTpeJKa — aKTHMBHasl 30Ha.
ac, 3 —I110THOCTB (o1c) U TIOIIANb (3) PE3EPBHBIX MYJ0B B KOHTPOIbHBIX, EndoTKO u Dynl,3DKO cunancax; miomanb PI1
HOpMaJIM30BaHa K JUIMHe aKTUBHOM 30HbI. 1 — [ImotHOocTh KB B 30He 200 HM 0T rpanutisl PIT B koHTponbHbIX U1 EndoTKO
cuHarncax. K — CpemHsisl JUTMHA aKTUBHBIX 30H B MCCJIEIOBAaHHBIX Tpymnax. JlaHHbIe pencTaBieHbl Kak cpeqHee = SEM.
Hudpsl Hag cTonb11aMy YKa3bIBAIOT YKMCIIO UCCIETOBAHHbBIX CUHATICOB.

MEHSITb CBOMCTBA XXMAKOH (a3hl, BCICACTBHUE YeTO HOKAyTOM I€HOB Q, [3, Y-CUHYKJIEMTHOB Be3UKY/IbI PI1
MOXET U3MEHSThCS TMHAMKKa 1 opranm3anus PI1  kiacTtepu3syloTcs IIoTHee, YeM B CMHAICcaX JMKO-
MpY CUHaNTU4YecKoit akTuBHOCTH [3]. Tak, B uccie- 1o Ttvna [16]. B oTHOILIEHNM SHIOLMTO3HBIX OEIKOB,
TIOBAHMSIX in Vitro OBLIO TOKa3aHO, UTO XMUIKas ¢paza Haxomsiuxcs B PI1 B cOCTOSHUM MOKOS ¥ UMEIOIITUX
CB u cuHarncuHa cnocodHa peKpyTupoBaTh a-cu- SH3-goMeHBbI, CTOCOOHbBIE B3aUMOIEHCTBOBATH C CH-
HYKJIEWH, 4TO CHIXAeT INIOTHOCTh CB B KJ1acTepe HamncHHOM, TaKKe BEICKA3BIBAJIUCH IIPEIITOI0XKEHMS,
[15]. B runnokaMmanbHbBIX CUHAICaX C TPOMHBIM 4YTO OHUM PEryaupyloT BOCCTAHOBJIEHUE CTPYKTYphbl PT1

BUOJIOTUYECKHWE MEMBPAHBI ToM 41 Ne2 2024
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npu pekiactepuzanuu CB 1mmocie cuHanTu4ecKoi
AKTUBHOCTH M HEOOXOIUMBI [IIS1 TIOAAePXKAHUS STOM
CTPYKTYpHI B 1okoe [13].

B HemaBHUX MccaemoBaHMSIX OBLIO ITOKa3aHO, YTO
SHIOLMTO3HLIN O6€10K 3HA0GMUINH CI0cOOeH (popMU-
pOBaTb XUIKYIO (pa3y COBMECTHO C CUHATICUHOM in
vitro [9]. Koskcnpeccust aHI0(pUIMHA U CUHAIICMHA
B COS7 xyeTkax IMosBblllIajga CIOCOOHOCTh CMEIaH-
HOW XuaKoi ¢a3bl KinactepusoBatb CB-1mogo0OHbIe
BE3UKYJIbI ¥ YBEIMYMBAJIA IUIOIIAAb TAKMX IICEBIO-CH-
HaIITMYeCKUX KiaacTepoB. OMHAKO KaKoe 3HaAYCHUE
uMeeT SHAOMWINH IS HOAIePXKaHUS CTPYKTYPbI
PII B XxMiBOM CHHarce, OCTaJIOCh HEBBISICHEHHBIM [9].

B HacToseit paboTe Ha KOPTHKAIBHBIX HEITpOHaX
MBI IT0KA3aJI1, YTO TeHETUYECKOe yaajleHe SHI0MH-
JmHOB Al, A2 1 A3 B cMHaIIcax He HapyIIaeT MJjIoT-
HOCTb yITaKOBKM Be3uKyn B PI1, uto yka3siBaeT Ha
TO, YTO SHAO(MWINH U OSJIKH, KOTOPHIE BKJIIOYAIOTCS
B PE3ePBHBII1 ITYJI C €r0 ITOMOIIbIO, HE OKA3bIBAIOT
CYIIECTBEHHOTO BIMSTHUASI Ha OPTaHU3aIIAIO XKUIKOM
¢a3er CB. HeoxmmaHHBIM 0Ka3aJI0Ch 3HAYNTEITLHOE
yBeJIMYeHMe IJIOTHOCTH Be3uky1 B PI1 mpu ynanenuu
JTUHAMMHOB 1 1 3. BO3MOXHBIM OOBSICHEHUEM 3TOMY
MOXET OBITh OTCYTCTBUE NyOIUpOBaHUS (DYHKIIWI
IUHAMWHA IIPY OpTaHW3aUU XUIKoi ¢a3bl. J1j1s BBI-
SICHEHUsI pOJIM IMHAMMHA B opranu3anuu P11 HyXHb1
NATbHENIIINE UCCIIETOBAHMS.

Ncrounnku punancupoBanus. PaboTa BbIOTHEHA
npu nogaepxxke PH® (Ne 21—15—-00227) u lBen-
ckoro CoBeTa 1o HayYHbIM MCCIIeA0BaHUSIM (grants
2020—-01731, 2020—01952), IlIBeackoro ¢oHIa MC-
cnemoBanuii mo3ra (Hjarnfonden), a Takke rpaHra
CIIoI'Y (1D93026594). Mb1 Ob1 X0TeMM TI061ar0AapUTh
n-pa I. Milosevi¢ (University of Oxford) 3a momonib
B MTOJIYY€HUHU KYJIBTYP M OOCYXXIEHUU Pe3yIbTaTOB.

Kondumkr natepecoB. ABTOPHI 3asIBISIIOT 00 OT-
CYTCTBUU KOH(JIMKTAa UHTEPECOB.

CooTBeTcTBHE NPpUHIUNAM 3THKH. Pabota BbITON-
HEeHa ¢ coOJIoIeHeM MCXKIAYHAPOIHbIX MIPNHIIMUIIOB
I10 UCII0JIb30BaHMIO 2KMBOTHbIX.
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Organization of the Reserve Pool of Synaptic Vesicles in Nerve Terminals
Lacking Protein Liquid Phase Components
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Protein endophilin A regulates the synaptic vesicle cycle during exo- and endocytosis, and it is present in the

reserve pool of synaptic vesicles (SVs), where its function is unknown. In vitro experiments suggest that en-
dophilin via its SH3 domain interactions incorporates several components into the protein liquid phase that
organizes SVs in the reserve pool. We investigated the effect of deletion of the genes encoding endophilin and

one of its binding partners, dynamin, on the organization of SVs in living synapses formed by cortical neurons

in culture. Experiments showed that deletion of endophilin genes does not change the density of SVs in the

reserve pool. At the same time, deletion of the major dynamins 1 and 3 leads to a significant increase in the

vesicle density. These results suggest that other SH3-domain-containing proteins, which are components of
the protein liquid phase, complement the function of endophilin in the SV reserve pool.

Keywords: synapse, reserve pool of synaptic vesicles, liquid—liquid phase separation, endophilin, dynamin,
synaptic vesicle cycle
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