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1. [FL®HIC

F— 77 U, FEEAEMIASRFESINOMIENGERTHD (M 1), FEHHSEZLE
WO T2 T I L S TEMHALSND Z L0 D, KBV YA 7 V& B L UMIIE RS D3 FEER
NI REND EBEZ BN TE T, HCBIEICEA DA N X T THDLERRAD, SRR
BALRRCA— N7 7 U— ORI G L 70 D, ZhUL, AR b a -~k a2 S e a3 e S
A1 Rubisco-containing body (RCB) Z#JE L, ZO/NERA— K77 3V —AE L THRIANA~E

A, fREins IRCBREKE] L LTMbLATND (X 1), ITETIE, BMHIICiERHZ BT,
BIEAN TR T ZBRNERET D [WEEHE] L LToA— b7 7 VNS ST
Wb, LU G, BIEEST AL BN o 2 WEEHEE L L o4 — 7 7
DR INGAET D E D I ARATH -T2,

BERHRITNEA AT O — /T, KBBRICE £ 5540 B (UVB; I Rl 280~315 nm) <1
FZ2 AR VX — (B8 IWEREN 400~700nm) & X AFEEZFEIZZIT TV D, FexlixI<
RiIT, BT U THDH Y A XFAFIZEBNT, UVBOHMEE W o HEEIC L > T, 4—F
77 UL AR L O Taa Ty U—) BEEINLZEERHLEZ (M), &
AT, TNETICHLDNE 2o TWDEERKEA— 7 7 U — DRREEIZ DWW TR L, Ehiiila
RBERHZ BT DI~ A b7 7 O— DB E B L2 D, 7 rnr 7 7 O—BEE T /L OREEIC
AT 7 fmm A TV 2V,
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2. A— b7 O—MEDERE

2—1. A— b7 7 o—RBOWE
F— N7 7 UL, fEY, B, BERE L o T BT IA K BRAF SN AR fER T 5,
FRZRBHMSEZIL E WV o T2 v 7 M Ko THEML S 3, REZHIIAR D OFRES, HeEHR
VA 7 V) EEEE TH S (Ohsumi, 2001), A — K7 7 P—DHARN 72 A 1 = X A,
FITREREZ WTERIC L VIS CE TR Y, FEEEDE VW L~/ ad— 77—, 2
Jat— 77 U= EMHINDREDFET DI ENHLN TS, v/ ad— 7 7 U—TIF,
AN TRH T EE NS T FER, Bzl S -l — EFIC X > CaliaA T,
EERA— 77 AV =2 %EHRT D (K1), ZOA— 773V —LOIMES, B TITY
VY=, EYHIISCEERE IR E A L, A— b7 7 Vv I RT 4 EMHEIN D NG L+
DOHNEMITHIAN~ & i S, A ORI ERESRIC L > THfif S 415 (Nakatogawa et al.,
2009; Mizushima and Komatsu, 2011), X7 a4 — 77 U—TiL, U YV YV —2LH DHWITROBEN
fa AT 5 Z & CESEMICEENTD IAEN, L—A NI SRS (L et al,
2012), A% 7 —)VEALMERERE Pichia pastoris \[Z3W)NTIL, A X ) — VNG 70 23— ARGHEA~
BATLIZBRS, ~ LAy Y —bmdIad— 7 7 U—DORKEE N LTS5 Z ENHS
LTV % (Oku and Sakai, 2016),
s T I A
— a5 = s AR BRI IE ML
A—bRI7> / Sh, ANTERTOH NI HE
- e Ny S, A — k7
7Y — Ak TREES
“~ B, A— k77 =Y —NLi
7 fﬁ%ﬁ?&b\j * %%Hf_ﬁ‘\‘%{;ﬁzﬂ@ﬁ%k
AL, WAMIIA— 772
~ RCB#Zi# . DR LCHRP e
PN Y Q) sO0077>— | sh. whRoksEEERC
) - STHIRSND,
Rubisco containing body TR DA N H 25 Tl 5
BERHMRIZBW T, R hr <Rk
Y & BBy W R« iR D
[RCB #%#%) &, TEREEZ T
T A soa Ty V—] D

2 ODORRIEH S ML 72> T
50

BIEE TS, HZFBERNC
BWC, A= 77 P—D
A THERE S B An T RE
(autophagy-related genes; ATGs) 7’ 41 FHRE SN TEY, 205 B 15 &5 T (ATGI-10, 12-14,
16, 18) 1 IA— 7 7 TV —LBEOHK - HEREIZEDY, HHHA— 7 7 P —fKKITH
HeEND (a7 ATG &in+) LI TV 5 (Klionskyetal., 2003), FEMIZIBWTI, =27 ATG
B FORER IIPMRFSNTEY, ETF/MEM Y B A XFXF D7 ATG Bin 1 RIEE KA
NS, A — b7 7 TV = DJERROFEAA T = X NI B DT HRFSNL TN D Z
EMB BN/ Y >2% % (Liu and Bassham, 2012; Yoshimoto, 2012),

S HIT, ITFETITEWMIGORERI I W T, BE LA N TR T IR bRET 2 TEE
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B &L TOA— F7 7 U R HRE ST 5, BRI, BUEEEZ072I har R
T, ATG32 LWV D RERIIR LB T H — 2 R EIC K o TR END 2 & T, BIRIICA— b
77 3V — KR RSt RN~ A N7 7 O—) ORBEBFIET % (Kanki etal., 2015),
WML TIE, PINKI1/Parkin SMERD~ A b7 7 D=3 L <HBATW D, ATP Z4ERET 5720
DIEEN (AY) MEE LTI F 2 R 7 OSMEIZ, PTEN-induced putative kinase protein 1 (PINK1)
DEMEL, 2EXTF UEBEER Parkin ICXDI har R 702X F ALEZFHEET L LT,
F— "7 7 IV =L I o THE LR S UBIRMIZRERES L5 (Youle and Narendra, 2011), =
DL, BRI TIE, FEDO L' T X —0 N W —H LR B aI LTS PEIC B b
DEEIR A T = X BDMHET B,

2—2. ERADEHHEEEIES RCBIFBOFER

TR DANT T ThHEEFRIHT 54— b7 7 U—1L, FHEHERSCEEA B L RIS
BLT, FEREAO—y &Rl BB AMAR, A — h 7 7 Y — L& LRI~ S
% RCB R FI HI TV D, RCBRREEIE, = AFHEE - - IAMEBEBIZE T, Rubisco & 5Te
BERHA A R~V Ma s U CHE ORIEICTFEE L TV 2 E D EOFENMEE Sz
(Chiba et al.,, 2003), L2>L7223 5, & FBAMEEZ AV - B EHIaBIZ IR IE® A2 Ko T D 7z
», RCBRIICEIT DA — N7 7 V—OEMe, /IMIERREOA— 7 7 T — AEOHERER
Z ba~pyOYVEELR Y, FElZR RCB JERROIERZ A HNMIT 2 2 LIF# Lo, 22
T, FERHMAA hr~<° Rubisco &kt & > /327 (green fluorescent protein; GFP) & 2\ MIR
A /37 (red fluorescent protein; RFP) TT7 L L= 2 L "7 EERBLTHm A X
T AT IEEHYRMEH S0, AR T RCB REAE=4 Y 7425 Z LRAEEIC o7z (X
2A; Ishida et al., 2008; Ono et al., 2013), = DOIFPEIHUADUIFEREZ, IR O fREMEZ 3613 5
Concanamycin A fZ7E F, BEFTTA 3% 2 — MRICHE S L —F—BEE CRlgi 5 &, TR
A~ NEE U TN TEAE L TV DERF2MEX HiLTz, X 2B I21E, A <7
P GFP 236814 5 3 1A X F AR (Kohler et al., 1997) (23 T, RCB & FEEITHiH
L7-BaEiEfG 2~ Lz, 25 15 H B OWWIRDH 2 B2 9]V BY, ZiUZ Concanamycin A %
AL, 24 ReREATICERET 5 2 LI L 0 — 7o bERARIRIE 235895 &, A b e~ gk
D GFP D% %2> RCB /Mans, HIEIaMIZZEGEE L CTWO D RT3 A bt/ (X 2B), #E1-8
BEELE T RCB /Mad A — b7 7 2 Y — MEZEHFITE DN TWD 2 &, Aflifla#igE T RCB 23
A= 77 AV =L LIRIET D ATG8 EFIEL TWDH Z &, A — F 7 7 V—RE R ZE A
atg \ZFBV T RCB MERL S22 £, RCB #REI ATG SBG HIKIE LIz~ At — 7
7 U—ThDHEEZEZLN TS (X 1;Ishidaetal., 2008; Ishida et al., 2014), F7-, RCB &&#&iE, &
LRSS, JEA RN SN TR AF— AR T2 TRISIEM L L, BERkRZ X7 B D
DR L DT I VY YA 7 NVEREL THhD ZEDRPALNTRY D2H 5 (Izumi et al., 2013;
Ono et al., 2013; Izumi et al., 2015; Wada et al., 2015; Hirota et al., 2018),
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3. ERARENELNHET S/ 0077 O—RRROFER

HERIRIE, KPPEICE D UVB R0MEIC L D EEAHI2%T Tnd, UVB L, HiRICEE
THKBEND OB, b X—nEmL, Z 37 ER°DNA, JBE 7 & DRy EEHE S
ZOIEE T, Fio, AL ARICAERRIETH DM, SHERITHIA L & iRl 7e e
VX1, JRHE &I S A ERREEDIK T A 5] X Z 9 (Barber and Andersson, 1992; Aro et al.,
1993), ZAuUZ, TEMERRFFEOZRC LIKEBEROK T, OWTIIREAELS I EEZ 7
W, MBEE AT T TN bR - (E1E S5 02703 % (Takahashi and Murata, 2008),

WE, BEEZZ T RAREEY RO X — o F—"—%1T 5 -0, EEOEEE
ZH L TUW5D (Aro et al., 1993; Nishimura et al., 2017), JERHEIL, IERMAT T a4 FENIZH 5L
52 WEAKREERT 5 D1 X L XV BICHE R Z e TN D, X A=V E%)
72Dl XN 7E, 77 aA REEICRET S FsH 7 a7 7 —F8IcL v, thoaks v
B AHGERI T - BRESND (Aroetal., 1993; Katoetal., 2012), & HIZIHERRANTIE, Bk
IZ L AWFI =R X —DOH, AT — MNEBIZ L DT kX —D 5, water-water A 7 /L
(L DIEHEREFEREOWEE, VA7V v 7B BRI L DEHREROWE, RESEMNGRD
Bk 738 < (Takahashi and Badger, 2011), L72>L72A3 5, EEAEEICE Y BN AT L
IIREND DD, ZDOFEMIARHTH -7,

2 TCTETHAIL, MR ERFICIERA DA — N 7 7 D—BERET 20 E O D EFRRD T2,
W BIEET D KGO F530 5 8 EFRE DR X DFEY: (1200~2000 wmol m? ) % 2 B HRES
LicvmA XFT A7 0L, 2 ARICHER L —V—BMEI CBIE L, MMENZIX, A bR
~BATHE GFP 38811 5 21 A X X TEIEHYAE -V Tz, BABX ORERAKIL, X e~
{TPE GFP & 7 m a7 4 VO BFEENDILEET D (X 24), —F, NEEFELZ 5 XMW TIT,
A b a < BATHE GFP 2NEK L, 7 1 a7 ¢ VEOOD I % 7 kARSI H s CralE LT
DR MBI SV (M 20), B FEMEREIZE T, TR OO OB/ iR h O %E
FHANBIER SN, 20X I RBIBIT, 27 ATG IO KB TH D args BL N arg7 TR
bIRoTo, LLEORRHTRER G, JEERICE, 4— N7 7 V=% LIEEER LT & gy

20027 «)LER A OYEBITHGFP 2007« )L+GFP BAREF
. W X2 2btevmooafticts
RCBEK L 7uu 7w o—DOMH
WA S o~ GFP 2584
B A X A>T HERHIE O BREE
Wi, ~Br2iirzmaaz LDl
Ft, FEAIEA o< GFP
R,
(A) EAUFXTE, 7un 7 4 VHFE
WL A h 1~ GFP (3L RfET %,
(B) UIBEEORALEEIZ X W RCB JEEK
EHETLH L, Rl 0RE
H2/ME RCB 23, iRBEPNIC 458142
b,
©) KFEEICLYVr/anTyV—%
HESTLHL, R buvEsSnkkoT
BERLIRDS, TRIAPN CIRE L TV 58k
FREEEND (KLY),
A —)L28—% 10 pm,

(A) 2

(B) B3I + ConA

(C) sy
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fig, rmn7y U—=RNHEEINTNDAREME M SN 7e (Tzumi et al., 2017),

W, 7aa 7 VEORERL, L TO D IR RN RET 5 2 & &
BT 572, W% GFP 12 X Y w4l L 7= GFP-delta tonoplast intrinsic protein (GFP-STIP; Cutler
etal., 2000) FEBLRFE A FAWT, HIKAANOBIEZ1To7z, W%, MIVEIZRIET 25T, i
JEDIMANALE LTV D, — T, X 2C TRLULIEX D7, MO FLERCEAlE L T D ZERE A
L, WHREONENZSH 5 Z Emasivie (KI3A), E7z, 27 ATG B D 1 D Th D ATGS
KPP LTA— N7 7 U— KB args TlE, 5RCETE b ISR RIEN~ E BT DRI
Lo 7= (K 3B), HuE~ — 7 —GFP-8TIP 38 L OEERKA A k1~ % /37 B & 5 Rubisco
small subunit (RBCS) % RFP (2L ¥ 7L L7z RBCS-RFP % B4 2 Az AW T, RS
LB2ITW, M 2CITRLIEL IR mn 7 4 Vit B & ORI, RIEONENZH 5 2
EERSIDICHER LT (K 3C), 2D &L, B EOBENOMTREZRET 5 Z & THik
BT DHZENTET (M3D), ZNOHOFERL Y, HREFT L > THENZERAN 7 aa 7 7
U] ICL o TR~ EBRE SN D Z EDFE S 72 (Tzumi et al., 2017),

TSR TR SNTDIRIRN OZERRIY, T77 24 FEREEIIHER L QO3 aEe 2 b e
<R BBEIZ R DIVTEY (lzumietal., 2017), SESHEEND Z L TR ha~vlagnT 7 as
LD Sl HLHL - b SN2 B2 HiLD, ZDOTOHE R L —HF —BEEIC X 5 invivo 8l
22T, RN OIERKIITF T a4 RIE LD a7 ¢ Vit w3 A L LTRIZESh
5o WMEPISERN - ERAORIL, EAE 2 BRICERKERY, TOBELHITHD L=
(Nakamura et al., 2018), W Z NN CEERRIR N ZERITIESNAIZIZ 1 B D 2 HEREEDIRERE]
EETHEHTHD,

4. yon77 o—EREETILOEEICHITT

W, A— b7 7= REBEBRV VA7) Z#HE LT-IEERMMaN B ot & L
TEDFEARRA T =X LOfFIANHED H37= (Takeshige et al., 1992), ITHIL, BB LAV TR T
ZERICERET D RN EEHE) & LCod— b7 7 V—BEOIEN R SN, BIFEITE~
PR EMIRECE DRI A 71 = 2 LAORIANE/ANED LTS, FThH, HEI Far R 7R
F—=h 77—l X o THREESND HER~A 77— 1L, TOWEARENH LD/ —
XV AROFRNIE LD D Z RIS TEY, FEl s THEOMB A EA T D (Greenetal.,
2011; Youle and Narendra, 2011; Kanki et al., 2015), iR L7= X 912, PINKI1/Parkin /r7EH~ A K7
7 V=TI, RENAMET L ATP FEARE/IAME T L2 b= R U 7 OAMEIZ PINKL # o737
BNREREL, X T VEBEEE Parkin ICK D2 X T U ALEFETH LT, A—FT7 7 —
DorfExIG & 72 % (Matsuda et al., 2010; Narendra et al., 2010; Vives-Bauza et al., 2010)(IX] 4, /X)), Z
OBz E 25 &, HEERICERMAZRET 27un 7y U—4, NI EERT b
D7 IV EHTEERAE, DL 0X R BNk L, BIROICERET S, LWV &k
PR ERES 2 A LT D ATREMED B 4, A1),

F7, /un 7y O—HEICBIT 52 X TF ACDORAGICOW TR O ERH L, T
FTIZ, TS T 528 %F U H—E & LT, Plant U-BOX 4 (PUB4; Woodson et al., 2015)

S. Nakamura & M. Izumi—35

BSJ-Review 9:40 (2018)



(A)

4Ry

(B)

¥k (atg5)

2007+« )LEY TRAZARGFP

iiiUIBLI g

ARSI X

2007+« )LEY TRAZAEGFP

iiiUIB LI

SR SEANTRX

2007« )LEA + A NOXRFP

UL

SEYLAIE

2007« )L + GFP

+ JRABBRGFP

BAtREF

BAAREY

MY R AR RTRR 9:41 (2018)

KX 3. MO bz &L 5
rsuana”7y—0kH
A, B) B~ — 71—

' (GFP-3TIP) %= RIT 5L
| ERHAR OB AER RS KOV —

~7 7 D= RAEK arg5 D3
PRI OB, ~ €

| XiZroo T ¢ VEZNDE,

e Tigap~—5 — %R
4, FEALER X TR AT
B S 720, iREALER
XTI, DRI M
PIZREL TV (A), A—
k77 =R (atg5) T
L, SRR X Z BT 3
FARITIRANICBAT LAy
®B).

F (C) TERHAA br~~—0
| — (RBCS-RFP) 5 L OV

~—7% — (GFP-3TIP) % %&
B4 5 T Ha iR O FE AT
faOBISERIEE, ~ B Z 1
rauaz 4 )VAZFEN,
I~ —H—%RT, A b
< %4y & O o T BERA T
WRNIZRET D (KU
D).

(D) HEHR EOHOEIRE, K U

D TR LTS RI, R
ORI RTET 5,
A== 10 um,

(D)

TRFBIEGFP

A FONRFP

b .
o0027+«)L

0 20 30 40 50
FEEE (um)

F5 &2 OF Suppressor of PPI Locus 1 (SP1; Ling et al., 2012) @ 2 fEN WS ST 5, PUB4 I, 1
PEERRFFEOOE D Th 5 —HHBRNEE LT HAZ RIS F AT 528, £DRIE
HIRE N C/NERIR OIS 2 TR L, O CEREAN SR SN DTN B STV D
(Woodson et al., 2015), F£7-, SP1 [TZERKATEICRIE LEERMANER~D X N7 B A iR— M
5 hT o Aray TIC-TOC BEKRD TOC Z L/ BaaexF AbL, 268 7077 J—2Ah
2K D055 (Ling et al.,, 2012), 25 2 FHHOLEXF 2 U H—BOZEEMNH1E, 7
N7y O—OFE S TR THREL TV A Z ENEENDEN, R xF o H—F
NG LTNDEZEHBXLNLT0, 28X F A bnran 77 O—~OB5IT S DITITL
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TV MER DD, £, I har FUT EEERRITIE, ATP AERED 7= 6O OISR DM <15
EICRE BN H LT, ERMEEZRR LT 57 a7 7 O—ME OO 2D 572
12X, I Far RUTOENZRE ST TROWKRMO M) T — - e T2 —Z X EREZ R
HD BN HvE LIVRY,

N1 b 72— (HAEYHA) 2007 7 <— (HEYHika)

BRI
=R RUT B
K t =270 or ~¥7701
A-—bD7==7
Hj}ﬁggﬂst P FEIH)L?
\
O B+t SR . .

X 4. BRI~ b7 7 O—DBEA =X ANLEL BNE I nu T 7 O—DEREIET L
AT, PINKI IHEFEVICRIA L T A BNMEFE 2 b3y Y 7 CRIEEMEFINC S bay R 7R
wEEIN, TuTrT =Bl omEns, —F4, Wiote Lz, oF BN EK-T- ]\:1/1\ V7T, NEEA~DZ
UNRTERBATHIEIND Z & T, SME EIZ PINKI 3% 895, PINKI IZL D28 %F DU U N Y H—EL 7z
Y, Parkin BRI b RU T RIZHESIN, 2 har RUTHNES 7B F b aetEd 5, =%
FoALENTZI b R TIE, A— b7 73V =AM K> CEIRAIZIREE - D SN, Lo TZunr7 7o —ItB
WT Y, FFEDIWRREIZ MG > -3 E 585k N U W—Z LRV ER, 22X F ANEET 5 Z ENFHEIND D,
FOEREBITFEZAHATH D,

IR A— b7 7 U, AR — N T 7y IV — A AN L CEE A REL, DT H v
RA— 77 V=D E Lo TV D, ﬁ%ﬁwk77VWkowfﬁ,_hi?K$ﬁ%®
IR RIS RCB R L, BERMAZ I T L~ LRET H 7T 7 o—0 2 fREIVE
BTV 5, RCBREKE T, —e~rat— 77 U— LR, B miEEDOA— b
77 A= L' LT, %ﬁ%@mAﬂ&%ka%LénéamMmmzm& —5T, H
BSum IZELHIERFRENT LRETDH /o7 7 U—TTlE, 27t — 77 ROl
R ME < Z EAVRIR S 72 (Nakamura et al., 2018), X 7 24— K 7 7 U —REE OFENT H3HE A
TWbH AL ) —VELERERE P pastoris TiX, ATG8 A /v Y 1/ Toh b Paz2 73, MIPA
(micropexophagy-specific membrane apparatus) & FEI D HEER A TR T D Z &N BTV D
Z ORI T, ETRIENIEE 2 I AT 7o OIZ K E <A L, EE O KEH 7 & B AHA A TETE,
MIPA RFED X DI Z 7 G5 2 LT, IN~OREEY JABZ FREIZL TV D
(Mukaiyama et al., 2004), ZiLETOMHTT, 7 rra 77 o—IZBWTH ATGS M fExtS o iRk
RIZEH PPN ERET 5 Z EDVREN TV D (Izumi et al., 2017; Nakamura et al., 2018) 73, Z D HEAK
HZRBEENTH B L 72> TUHRYY,
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$72, E5roR%A LS RCB MK L BERkK A T & T 5 nn 7 7y o—0, 200F— K7
7 ViR, BB L RITE TIOR3 22 ST L ATREER RV, ERE Tl ~72 &9
12, REHRIZIBVTIL RCB R DMESEINIEI b SN D03, KEEICBWTE /7 re 7 7 U—
DFEMRICFHE SN D, — T, EOREBEMBWTIE, RCBIAERICHE Sz Z & T
INLTEIERE DN 7 e 7 7 D=l Ko THfRSD EEZ HILTW D (Wadaetal, 2009), Z DX
D78, BREEA R L AITHKHS LT3 EREAA— R 7 7 =D IT DA T =X LT, RIEHGNE
72 TUNRWDS, MEFFES 7 e LT 2 BREZ N1 THREI STV DD E o 7o mid
FEHF BRI (Izumi and Nakamura, 2018),

T B 2L, 7 aa 7y D—RENEEIC L o TE U AHRE0E L TERMAZ 30 L ThREL
TS Z Ex R L7c (Nakamura et al.,, 2018), 51&1%, ZOAIA I =X LOfFHZ D 5 &3k
IZ, RCBIZ & B0 3RO bR E YT, R OHEROE MOV T HHA LML
TWEV, ZOWERETe 2 & T, AREMIRRIR AN TR T Th HIERMEDOA— 7 7
D—a I LT OB e R 5 Z N TEHEEZ TV,

HiEE

ARG THAT LToWEZ8lE, ISPS Bt 7e#efiilha GRERE = 17H05050 - 3 : JR, 18H04852 - X
X IR, 16103408 - {X3E : AP, JST S&23F GREE S : JPMIPRI6QI - f{F : JR) O34E%
T LT, £, A b ~BATIE GFP J8BiEL, X b o ~BA71% RBCS-RFP J8Hikk, 4 — 7
7 ¥ — KB atg5 X, F4E4, Cornel K5 + Maureen R. Hanson &1, HALKS: - A HZZ=EE
+, BBERE - EANAHE LN OS50 208D TH D,
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