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Progress on the Involvement of Plant Autophagy in
Carbon and Nitrogen Utilization

Ren Chenxia, Gong Qingqiu*
(School of Life Sciences, Nankai University, Tianjin 300071, China)

Abstract Autophagy is a bulk degradation pathway of eukaryotic cells that contributes to nutrient
recycling and health maintenance. Similar to studies in yeasts and animals, autophagy has become an important
topic in plant biology. Recent studies have established the basic mechanism of plant autophagy, and the multi-
faceted functions of autophagy in plant life have been revealed. Moreover, unique forms of plant autophagy and
new genes have been discovered. This article reviews recent findings on the involvement of autophagy in plant
carbon and nitrogen utilization.
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B U R AR F WA e 50 R T AR AR — 1)

H W I A% AR ) 40 L 1) — 4% v 08 1 AR 1 PR
AR, FRIX A0, PR 5Tz 40 1 A R4 i
P88 Je M — B 45 K (phagophore) £ [H, 38 1o i
] %€ Ji& JE 1 F W5 H 44 (pre-autophagosomal structure,
PAS). Bl 5, 1 W A4 s 24 o B Bk AE B IR 14 (au-
tophagosome) ) X2 BN . 2%, ABRARISIME S
A IR R, AR R HE P A N il AR
TR A, LB I 4 1 X R 5 38 4 i ot
H, 1 B ILHAEARLLK, OhsumitKlionsky %%
S0 5 30 I A B 9T O AR 2F S IV BE(Saccharomyces
cerevisiae) T iff £ T =+ 2 > H W& 1 Al (autophagy
related genes, ATG), ‘B2 =5 AVERE 8. H
Wi R IR A% S B K 5 VR 1 il A i R
JLrp, 2950 s A A% DAL AR . X8 A%
LA AT E—28 3 U2 (1)ATG1/une-51-like
kinase(ULK) 4 i [z 3 #4541 115 (2)VPS34/PI3KC3
W S5 1A WR RS 5 K); (3)Atg9/mAtgIfEH
WAk (HRZ R E HAgl2, Atg8/LC3 I
IR R g7,

P — P LA IR 4l Mo 2B 4 24k R, A W AE gk
o R BEAR S o 2 B BE 1 Wk i DT R f A v S A
W 38 I [ 9 3 R0, 3k e AR, ZERE ) A
W HL T 575 1, [ P A0 [R) 4T % ATG8-PE 55 ATGS-
ATGI12P5/~ B RS IER R GE AT 1 D RESGIE, 18 ik 1
BESAR RN EAH R A D AR IE™ 2 ATGS
5 ATG12RE IR R G AR SN AU, ATG12 8 K 5 1)
fEHTIY. ATG7-ATG3E A5 M A S R AT 158 T A,
RIS FEIBE R Ge i e 07 X SRR . I
], TOR5ATGI S &2 5 ARy e
43 T UF5E. BasshamSZ 56 % HF 97 & I, TOR (target
of rapamycin)%f A7 H1#E/E H, RNATHLTORKL
DA i, st T ATG 181 H Wik ik 72 47 4 i AR, Vier-
stras2 5 = 5T K W], ATGI/ATGI38 & 1R REHE I 3
HWE, JLE KPRz 2 {507, Ikah, 530
3, M A AR BB N A AR AR T R,
OB IRFE AN T R o S A i 4 1 9R (pex-
ophagy) fA7E!

I BE 0B W e 7s 1 B AR 2 Mok 4 AF P
T RR P T A 22024 e A oy U A
TEEFEIR i L, 90 e, R R AN
P T B IR B 4> FLPO Y, A S R

LSRG

1 EFREXMEYEEHEXEREFRK
FripiE

LS REANTR], AH 22— 2 A4 1 Wik A DG DR B
32 PRSP . BN, X KRG BEAT A IR Eh/k R
SRFELB, JAE. TR A EESAEEY
AL, DA AR AR RIR.
BV AR B, AT RS 21 2 A 1 W [ 8  DR R A
SEAR AR 4R, RNAT U FF TORKE N )i, %
JE R M BE T AtATG 1 8a FIAtATG 9% 55 7K - i T 5 2
0SB T RTF AIL, ATG3. ATG4a. ATG4b.
ATG 7V S ATG8a-ATG8i¥5) 4 11 il i &b BH I H B 4%
S A TR B I AR ZR0T . 0L R I B AR I P R A B S,
ATG7RIATGS e s A KT 8 3 BFH, ) B
I A % FE [NATG6. ATG7. ATGIRVPS344F B — A
DA IR FR S B B4R 5 R 2 A7 B S () e s R,

SRk, 22 3L DR g b (R R A 1 W AH DG R 1, SR A
SRR AEA M E . B0, S0 IFATG18 H
I\ FNR BE RATGISa~héw T . B, ATG18a~dAr
AT 48 B Th 34T Rids, ATG1Sf~hir 4 5e 4 21360k, 1
T A 41 235K A RIATG 1 8elf) 35 o WL FH i 41
ZAFF, ATG1Say fo g X PUASIE R R 5K T T
W, ATGI18a LR W LY, 5 b2 el LR IR
b I ATGSIRIJEIE, EAT 19 5 I ATGSs 5 1
REATGSI1 7 F AR LU 35 ik 70%, JLC-Kuidh) B A
ATGAIN TA s RIGly 5k 5, Horh ATG8hHIATGSil]C-
K LAGly & [ o JLANATGSTEA | K4 2R 3 B vh
HRIE . K5 KU T RERE 73 B R AL B L, 3, 6,
12 hJi, ATG8a~il 1 FRIE KA I BT+, (02 4k
B AAH RN, e Ak, FATTHE R G PR 4 b 4k 3
+AATG8[FIJEHE N, H P GmATG8b~c. e~gffI#
S 2 BBV S0,

Y 2 A WA DG 1 2 R R g, DL
L 19 WG A 35 TR PR B s AKOT AT AL 2R 3 B i S
2 B R FRE FEERBEALE P I ZR A R () 52, I
AN LA B AR AL L, REAYT R TR W T
JETH LIS AR B UL N B AR BRI 5 3K o

2 Bk, ®ERKRS1EY BRI
FIR B S R AN 2R A . A5
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WeRErh, —Se T E IR T, Bl Bk, ZIER .
AR UL R e 2 =, #n] A5k A, L4
B R B ISR FEREI R, ks BB R AR
BRI AT | A i | e, H A S A R E
BEPR GEARAR, R Bl U T 52 B A0 Gl AT B
AT, R BAT A K2 B A S e B JS AN fig
P S AEAC [ R AUt B 1R, R AR AR
atg 20 BB MR I 52 8 25 Bk . AT, Ak
AL B RS O bR [ AT T2 82 0. AR
HHKSPHf A i B T AR AR R SR A T v
FEBYURECRYLERIN, BLIR S B W bR i GFP-
ATG845 L iU H  ATPase il il AL B1, al 2 L 5}
fisf 9% /% — Jf¢(monodansylcadaverine, MDC)%5 iR 1t /N
WS ER GBI A FECY, nlERE A I s AR R A
2 Jif W25 1) [ R /AR R R BB 8303537 A A

atg2

12MS

-N

Wy A AU T R A R arg 20678 77 4 5 (MU R TR A AR K 10
dJi, AR BIE SR T R AL B BB IR R T gk
TR (BB AL TR i [ SRIGTRETR), 7 AR AREEILR, W) Warg 2Tk
B8 SN R e /Y i
Arabidopsis seedlings were grown for 10 days on 1/2MS liquid medium
and then transferred to1/2MS, nitrogen-deficient (—N) or sucrose-defi-
cient (—C) medium for an additional week before photographing. atg?2 is
less tolerant to either —N or —C stress.
Bl HAERMBEMRE T Rarg2M0 . RERHFRE
Fig.1 Sensitivity of wild-type (WT) Col-0 and homozygous
atg2 to N starvation and C starvation

KIS RN LR, MIABESIR > WL SR FIATG8 b i
OB NN Y A R A== L 1/~ R K £
B, DAY, BP0 A AR m A 0 81 1 w6 3 R 4 A 2R 1
(A B2, 3 i R #-SDS-PAGE 73 55 25 11 FE i,
AJ LATE i 42 1) S B 7 RS ATG8 5 ATG8-PE 1) AH
X 7K AZ AL (ATGS-PEF X ATGSIT R 50tk 25 AT
JRR T ity ), FE UL DT 5 58 7 P2 ol PR O i 12590

3 EYEE A RE B R R X B

T ) MR 5 6 A R4S 28 i 05 30 i 7 1R 40 o
M. BRI, R NA AT, (HAYIR
i SUE IR AE S AN ML ) BE A G Ky S T fg . BUIN, 1
JUE K PR I AR A Dk A0 O P R TR) VS B A T g R
Wo BT & BMTE R AR R4, T RSP 5T
W, g i B R RS AR F T4 i v R IR B A
YoshimotoE!HIE B, H WEZEFU RS T AR 41 A n] LA ZK
S AR AR, R BE SR I B R SR 2 )
P By 4R M Rlatg ] 3a atg] 3bXU R AR ARAE &5 ERE 1 £ 77
BE B H R IR 2 5 e B RIS 4 T A KA ] ()
1B, ARG PR H ], atgl3a argl 3DXUTEAZ 1K
S AR T B AR 07 H B3 305 TR
atg5. atg7 atgl0, Z it AR [A] 1R SR AL B, 5T
IS P75 ZR IR T B AR 00 I ) PRI 4%
PR, UF 7 T B S B IR K P 2 R ™, IX ]
feth 5 \ KT A oC.

Ishidas: 5 % fge T UF S, [ Wi ] DAAE B[R] A
bR, KHBEMT, AR Rargs5-1.
atg2-1. argl0-1F) A KAE DL B A BTG W] R X, 1
TR RS AT T T 2 AR A 1) A A 32 W] W IS T B
AT, SYER S AR R R AUARAL . AR ST
VR Ik A B (starch-excess 1, sex1-1)FIVE Ky 7= A 6l
K4 ) 58 AR A (phosphoglucomutase, pgm; ADP-glucose
pyrophosphorylasel , adgl)5jatg5 1) A5 AL AR LE 76 H
R AE T 28 LR B LG P S A A B B B P L3 SR R,
VERY AR R B ) XU AR Ak pgm atg5 Mladg]
atg SR AL B LRy i FE AR B by 1 I ol P 1 AR AR
{hsex] atg5/™ ., XUt B B KX T4 fpgmAladg
A G B AR H . MK R, ek~
A= B B ) B 58 AR AR TR ATGSHE TR 5 i Hh (R ATGSe
ATGSfMIATGSI) i 55 7K V- 2 52 B A 2 Mlarg S 1) M
o VERD AL W B SR A A pgm T B S LR R
Y AR RU2.34%, SCRESUIE IR TN )5 B bR s SR /K-
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AL -

3 TR AR A XS A AR pgm arg5 ) IX G
BUAT 2 I 55, ER U TR0 i E 98 AR Ak pgm D R
SEEIL K H T AW, ERIREYh, B
e EELFIR R . 7R Z 4 F T, 2R
AT B A H A 23 PR IR 2 SR Ak pgm
SHEIR AR A SCHE DR 1 KB 7K 1 T AR 7, Ui
e 7 T )R A 4 i T WA A O N At
T K5, SRR — AR o "R . 1T {Epgm
atg SRUSARAR R oy S LR AR 1) R =47, nd-H
BRI . 3- L2 AR R . W REER . 2-
L O R HLIR 1) B R D R R A
BRI Tpgm P58 B4R, R, 0] R4
(R RBAR e P i S 31— s IR P, 688 R 52 PR
IS A AP AR P I B A K 4 R i KO

3.1 BREREHT BES SHERIKESS BIPERR
301 BRBRAM T O BRMAEIER IR, M
WIEAT G E AR, BB UE R A8 ) D e g i by DA 4t
TR, ARAIE R ) (0 1 3 AR K ARHA IR, HRE
i FS-Hf ST ) B A A A e 8 5 i AR i PR
TE R PR 1) 26 R AR 0 I S Ak o 3 v 308 i A
T il R T SRW 7 Aot Il S L1, BT R IR e B
Wk 48 i 34 A2 4 7 T AR A0 TR 10 W i o o Ao P e R
DR, T e SO0 o 6 13 WA 1) o B e v RN,
SRS FE I PR T DU /N I, IR R A AN P KR
T, PR JE M A R e R B S A KT 2l R
3 1515 I R PUER R G M5 LS IRATG63E A
(RIS, 400 F e T BEAZ 5, M 380 T BAmRS 45 oR
I I SE R ISR B . LR IT A SR fRarg2. args
Flatg 911y &)y T FN R 76 6 JE 101 R 1% &5 A, ok
YR TR AR, 7E RS I, ] R R P 4
IO PR P 5 A ) B RN T P R 25 38 S [) PR A R D 9
R RURL: BOEAT X2 MBS i B 22 S, A ) e o R, A
SERE I TEN UKL, JEAT LT B 58 i S A k.
T 9O S 1 AR 10 E K £ B (granule-bound starch
synthase :GBSSI-YFP)n] DL 1R & i1 75 857 41 JfL 9 1)
VER UKL, I 40 0 m) DLW %2 3 CFP-ATGR Y
GBSSI-YFPJL 52 {7,  H.CFP-ATG8f2: {1 #£GBSSI-
YFPHRC I SER R 11097 25175 T 3L R ERAT G611
g1 R L IS SRR i D VAT A T 2 e 1 2 B I35 e i
B ST JE S A R R R AR S R, T
K2 L B 12 5 1 W B AR A2 e AH EL T (1 T
IRERE o 1 i A2 A A PO S o SR L I A e g 32

ZIN, AR AT GE A S A o AR AN 58 24 (R T R RIORE o
312 BREEM T A EARM G T K& G TR
TR E TR AR B, R84 B 8 A A F2 4
SOPBCEE M, FEC3RIYI M, 75%~80% ) R
DDA MO 1, Wk bE-1,5- — B 22 A g/
45 (RuBisCO) 5 JE :UAF AL T g v, e
AN R G BRI BT e BRI B
RuBisCO#) X JZ i /N A (RuBisCO containing bodies,
RCBs), H: P W) i 2 2 3F O\ B fift i ¥ (Iytic vacu-
ole). [AWRFHKILATGS 4S5, RCBs /A g £E il
RS . RCBsITE i n G — AR A (1)
g FEHE

RCBs 8 2 i K- 5 065 7= s . G
AR, AT RERE IR IR AL i & s A b, T
JH -ATPase 1 il 771 £ JJ & Bk % 2 A(concanamycin
A, NICRIFRCAVE B G, FEHOCH ISR A8 B st
(LSCM) I I LA E2 2] K 5RCBs. 7106 N 8l
BRI I ON REHE 25 B BARE ) 25 1 IR CBs
PIF=re e AR, fESR R P AL 5K
RCBsIMR 5o 3 il 75 1F 55 0 J) 300 P I 45 T 1) Ik o
FEACRRIE 5 o I W 0 JR I O &5 AR IR, 468 B 40
A T 505 DY 322 R I AT PRI 0 () N A 0 B 7K
W) FIRCBs i, A I IR 45 o 1) 1)k 47 B
(R B K AL B ) B i d iy, RCBs & fAIG 18K
BRI oK AL S B RAIK, RCBs
He (RN IERE. ORI RS2 B, R
Ak FE JE RCBs BRI . B /K AL 59 ¥ 2 RCBs
=, ek 2 AN EEGE R R, A R
VE K K AL Ak pgm-1 Fladg§ it i HRCBs i % 51 1
By AR A, AEVE R IR I 2 R AL fsex]-1 Mimaltose
excessl(mexI-3)F, %/ WIRCBs A B MK T 17
AR BREAC B R R I B GE Ry RERE .
2] W R SRR 1) RO R SR, AR D A 2 FRCBs™Y,
b — 0 Ui BIRCBs 2 HH 4 Wi B B 7K~ 1) — R ke 2k H
W B o
3.2 ERERSET BIERERI TR IR PR

Ak B R ST Y AR R R B 9E AR AR argda
atg4b-11 R, B AR YR AR AR /)N, B i,
atgda atg4b-IW AR AR /N (BB AR . 75 R Ab
P () B A 2R - PR A VR A B T AT LA 3R
[ RuBisCOI) AW A& SL, & v FH B HA2143~4 um
(1) E5 38 53 I S A4 1R 45 48, AR 7R B Wk 58 8 {f argda
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atg4b- T H —F A EEAN BN, P, AEDLH S
PR, T A WA LA B Wk B A A 5 I A4 B 1,
] REAR I [ R AR — 0 o3 W A R Y R SR A A i
Bl e IR, MERARPEAR &5 HAT 1B £k, HHLH 2
e, WA,
3.3 SikAkFHEXBEEAERN LD

Galili Sz 56 5 3 2L cDNASCPZE i ik, K B T WA
UL Fd T+ ATG8SI1) H AR £ 1P, ATG8fAH H.AE H & 1
ATI1MIATI2(ATGS interacting protein 1 and 2). ATII
FIATRES YR A E . EIEWEEFRAMT,
ATTURIATI2AE S b 5 N B o L e o 22 Fd
184 A8 AT LAS SRATIIG 56 bR . TR AT,
ATIIRIATI2 2% 58 A7 T —Flopr R I BROE 2 & 14 |,
HUTE NN RER D), w&EANBL R 5/
AT /MES BUREEAR S ZRbifh. WA AL YIBEATC
WY 3L A, ik A& A T AT AN 0 5 A7 ATTLE) /)
1A FIGFP-ATG8 bR ic [ ML B 1) B WA 3L A, 1
I AT SR 3 R e ok 8 X1 B W n i 55 0 7% 12
(ABAVS SH: G475 . ABAJE4EFFFT TARIR. By ik
PRI LAY TR ABAZK T i
1, AERR T IR B R ok R ABAZK ST T T B2,
ATBE R [R5 5 A 7KF 5 ABA IR BKCOF 2 1E A 26
KER, TR BRI A dp e, B WM At
FErp A% . SEF AR L, atil ATI2 RNAIKURAR A
(PIHA RN AN IR ABATE Sk . Rk, o i i fi vp
XA A B O I B e, nT e X R RE A )
Wi B XA T 1

4 EYHEEESESRRZNERA

R T A WK A TS T 75 178 R, S vF
2R FAUNEAD. KR W25 AW G i
DT B JECRE, A R AR KR R R ) T
POERF . B T AR B 4 AN A A F 4G
F USRI L IR N R A L R
HEEER

WIHT TR, B IF B WA G AL M arg5 . atg7.
atgl0fatgl3a atgl 355X VR VI 52 13320 AR T
By A2 0T R B B R AE SR AT N S S YR
Gl . 5 AR, S0 R IBATGS )5
GmATGSc, BEMGHE = K T A 2 23 DL e ik R ) 7l
TR 52 T 2 Y 38 GmATG8 e 5 3
P 4 AT E N AR B AR G, PR R R, A

J I IR AtAeg 8/ vl LLAE BERL T+ (W AR, 4
e L DR %o SR O PR i B2 150

TP R A O, Fis. [F40
PR R . oy, SR B R T e R
53 K. Guiboileau 5™ H [\ A7 2 brid 20T 50 T
UL T T AR KPR R R A T A e o1 Rl
RS R, RS SR K B R R = S
P43 IO 2 Fh v, BRI Ao A PN AR 2 B i
SRAE B LU AE AT PR 75 2038 F H 2% (nitrogen use
efficiency, NUE). H W 5 A% {K(atg5-1. atg9-2Fl
ATG18a RNAiK Z)535S97E JE (10 mmol/LA R £5)
ZAF TR AT 2 B B Bl 7 o R (RINUE), 231K
FTHPAER . FARE(2 mmol/LASIR E6) 414, HWRSR
AR HINUE NI 5t 25416 T~ 1 AR 290 e o0 A Wl s,
I T 20 2% PR T R BT R OR 249 R 50%07

WAL, T E R S AR AR TG VAT AR OR 7%
ZH 23 () R 1 ORT F A B B U, O e i 2
) (R SR s AR k4 ot BB T, sk 1 At
BRI EIEIR A, I R A E R ROR
i, 7 H W R A K atg 5-2 H il F R A R K K IR F2
L BENahG, B0E ¥ K1 IR (SA) & B il B 58 A% (sid2)
gINatg5-2v, arg5-211m: Fr RLAE R B4 3] T 4,
] IS NUEARAS 238 43 [RIAN A4 1 W 5 Ak
U@L R AR BAE R, LAY A T,
REIT ST

5 NESRE

T 7 BERF 8 18 R il gn o AR A A
st B Re . JaAVE AR AU 2 A 4
Moy 2 AP A R ) R B RE R YR . BB ET, M)
M pe e i [, BEARCA . A EaER
HR AT SR AR, kAN M2 A5 20 PP IR A H B R A A
FSHT D I P 0 o 1) D ek B R, R A A i [E i )
P9 5z LAk 2D GEFRE, 3R AR5 BB 9 Joa (1) LRk,
MM YERFFEAR T A 1G5 AR AR AR 2 B
AR, M A A B S B SR, IRl RE
HR Ayt H R A AT . R R R
1) 1 Wk B8 48 /1 o (R B B ' HE RS 73 i), DA %
SR RN A% I R A0 e AN T] 1 W A DG 25 AT
SKIKPARAAS TR ER G2, #0t IRAE ) AN %k
B EBAR G, 1 HAz 80 2%, Fanmiies. A
SCIER T 1 WA R 08 A R FH 8035 7 T A T A &
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A,F: classic autophagy pathway; B: autophagy-dependent degradation of chloroplast by a yet unknown way in darkened leaves; C: degradation of starch

by autophagy in dark; D: degradation of RuBisCO and possibly other stromal proteins via RCBs (RuBisCO containing bodies) in darkened leaves; E:

the AT11/2-related plant specific autophagy pathway.

E2 #lEITHAR B AR R
Fig.2 Different types of autophagy in Arabidopsis
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