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Functions and mechanisms of autophagy-related genes in plant
responses to adversity stresses

REN Yun’er, WU Guogiang , WEI Ming
School of Life Science and Engineering, Lanzhou University of Technology, Lanzhou 730050, Gansu, China
Abstract: Autophagy is an evolutionarily conserved self-degradation process in eukaryotes. It

not only plays a role in plant growth and development but also is involved in plant responses to
biotic and abiotic stresses. Plants can initiate autophagy to degrade the surplus or damaged
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cytoplasmic materials and organelles, thus coping with abiotic and biotic stresses. The initiation
of autophagy depends on autophagy-related genes (ATGs). The transcription factors can directly
bind to the promoters of ATGs to activate autophagy and regulate their transcriptional levels and
post-translational modifications. Furthermore, ATGs can directly or indirectly interact with plant
hormones to regulate plant responses to stresses. When plants are exposed to salinity, drought,
extreme temperatures, nutrient deficiencies, and pathogen stress, ATGs are significantly induced,
which enhances the autophagy activity to facilitate the degradation of the denatured and
misfolded proteins, thereby enhancing plant tolerance to adversity stresses. This article
summarizes the discovery, structures, and classification of plant ATGs, reviews the research
progress in the mechanisms of ATGs in plant responses to abiotic and biotic stresses, and
prospects the future research directions. This review is expected to provide the genetic resources
and a theoretical foundation for the genetic improvement of crops in responses to stress
tolerance.

Keywords: autophagy-related genes; autophagy activity; regulation mechanisms; adversity

stress; stress tolerance

T EE AR R, ML REEAN
Wr AR L AR BT 26T, A5 & A AR ) a8
FUEEAE YW E o R X2 Fh b0 PR5E A 438
aok A ik 52 8 O T 8 1 B 1 T R 4 8 D) 4 E
A fa AN, AW (autophagy) & A W v i AR ST
NSRS PG PO BE 17 g & Dk L S A A= 7 biis
FIFEIR, s S se s I R Ae . [ ERA
SRy e A ) 0 3 S5 T 3 1 AL 2 — P,

H W 1T 43 F [ W (macroautophagy) . f# H
It (microautophagy) 143 F- 15 H W (chaperone-
mediated autophagy, CMA)%: 3 #h 5y =1, Hr,
CMA HAEshh &8, mirety b LL o —FiE
AFEAE, BB [ W (mega-autophagy)™ ., [ M
i) B 3 2 A W AH OC A& A (autophagy-related
genes, ATGs)Z 55¢ . &4 M1k, fEAEEA:
Py B % Y ATGs i 40 AT, o2
MAA% 0 AW . AW 22 A R R
[ (target of rapamycin, TOR)i {55 5 18 % 4
¥, Hd PR Avsis S . BEE (R R ey pli |
FI AR GEA K2 | PR 55 4 O TR,
TOR i@ B Rk ATG13, [#{% ATG13 X ATG1
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AOZEA T, DN 4R A WA i e i 2%
FF, TOR Z#[H#, ATG13 7] 5 ATG1 454,
HE AR B R AL T i & el R Y ATG
TmEE . ATGY 2B IR 2 & & A A A,

ATG2/18 fEltid B h R FEIEH], 7eiifE
FH 34 (vacuolar protein sorting 34, VPS34),

VPSI15 DI K ATG14 Fil ATG6 £ NI A E S W1
N SHERRIEALEE 3-#%12 £k (phosphatidylinositol
3-phosphate, PI3P)}: [F] fig 1 5 (1) Ak o K2 % ¥ il
B ATGTN0 FERRZ RS 5 ATGS/12/16
L SYIE, R G5 ATG3/4/7 fE ik
ATG8 55 £ BEE (phosphatidylethanolamine,
PE)ZE &, JEAE B B WK N IR S A |, A it
FI WA 1 38 i 2 7 )| o ATGS-PE iy BE ) il
ATG12-ATG5 & &g #t A Wik 5k il i
VTI12 (vesical transport v-SNARE 12)4} 5 [n] %
WE8), TEMGEK R VE T Bl
UTAER , W DR A AR ) AR A R T R
JE W N A AR R e 4 A AR N A A2 e R R

—o Mt ATGs 7EfEY Lk R iy DI BER
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RMB T, 256 A X2 (Beta wulgaris)
BvATGs FIEMWPFFEAL, A CHAEY ATGs
(LSRG AN 5325 L IR AL B LA e 17 35 45 1y 30
AR A5 O T R GE BRI DAZRGR , JF X
AAMFFE Ty ) AT IR

1 WY ATGs By %X 3L,

H—A H WA E L APGL (AutoPhaGyl)
J&7E 2 BE % B (Saccharomyces  cerevisiae) ' #
YerE R, TR T A WEBE 5T e w1
B f5, BF9EN GLAH 4% 75 8L RS T (Arabidopsis
thaliana). i ¥ (Solanum melongena). % ¥
(Setaria italica)fl1Z5# (Camellia sinensis)& i
Py 4 B ATGs IR (GR 1) AR R
FAEYE BT B, INHIT3E (Beta vulgaris) 5 K]
Y% 514 ATGs, lRAEH SR IF ATGs
FIREER RS KT LR, X HITE—m 4 CR
RFEEI) P55 s, BvATGs ZK %A

F= 1 AT EHEY ATGs

Y 45 [X 7 51 (coding domain sequence, CDS){
FEFE 255 bp (BVATG6b)E] 7 404 bp (BVTOR)A
S AR B IR K B AE 84-2 467 aa Z
[E] . 43F & (molecular weight, MW)7E 10.21 kDa
(BVATG6b)#!] 277.30 kDa (BvTOR)Z [, Z5H
#i.(isoelectric point, pI)7E 4.71 (BvATG3)%!| 9.59
(BvVTII12a)Z [0, & F i s 7K (grand average
of hydropathicity, GRAVY)7E—0.659 (BvATG6a-2)
#] 0.237 (BVATG18b)Z [H] . i+ %5 i = i 02
BvTOR, } 99.77; 5 ik [ /& BVATG6b, 2 60.36,,
& A PR E 48 Bk = Y 2 BVATG13b,
74.76; ALK E BVATG6b, N 23.42 Rk
Bd) o X Ee55 K], KA ) BvATGs A BEf7
EBEMIIREZE S . 74, ANRPF ATG B
R AR . H R H T % Fh (Saccharum
spontaneum) ATGs it %, A 134 AP K3
(Hordeum vulgare) ATGs Jif 51 /b, LA 24 B,

Table 1 The ATGs in different plant species
Species Gene Gene  Classification References
name number ATG1/ATG1 The Phosphatidylinositol- ATG8/ATG12 SNARE
3 kinase ATG9/2/18 kinase ubiquitin-like
complex transmembrane complex conjugation
complex systems
Arabidopsis  AtATGs 42 10 10 3 18 1 [15-16]
thaliana
Solanum SMATGs 41 10 9 4 16 2 [17]
melongena
Setaria SATGs 37 6 11 4 14 2 [18]
italica
Camellia CsATGs 80 12 21 10 34 3 [19]
sinensis
Triticum TaATGs 108 17 11 27 53 / [20]
aestivum
Pyrus PbrATGs 28 5 6 2 15 / [21]
bretschneideri
Brassica BnATGs 127 31 27 13 48 8 [22]
napus
Oryzasativa OsATGs 33 5 8 3 17 / [23]
(GED)

http://journals.im.ac.cn/cjben



EXI)L F | 1E49 8 A 50 E [F 72 Wi B2 i35 55 A8 o 89 Th BE Fn 4 FR AL 513

(B 1)
Species Gene Gene  Classification References
name number ATG1/ATG1 The Phosphatidylinositol- ATG8/ATG12 SNARE
3 kinase ATG9/2/18 kinase ubiquitin-like
complex transmembrane complex conjugation
complex systems
Ricinus RcATGs 34 8 9 3 14 / [24]
communis
Mitisvinifera VWARGs 36 8 9 3 13 3 [25]
Nicotiana NtATGs 30 8 8 3 9 2 [26]
tabacum
Medicago  MtATGs 39 8 11 3 17 / [27]
truncatula
Citrus CsATGs 35 6 9 3 14 4 [28]
sinensis
Zea ZMATGs 45 13 12 5 15 / [29]
mays
Musa MaATGs 32 3 8 1 20 / [30]
acuminate
Capsicum  CaATGs 29 5 9 3 12 / [31]
annuum
Rosa RrATGs 40 11 9 3 17 / [32]
roxburghii
Brassica BrATGs 64 19 12 5 25 3 [33]
rapa
Gossypium  GhirATGs 40 9 13 2 16 / [34]
hirsutum
Gossypium  GarATGs 33 7 13 2 11 / [34]
arboreum
Gossypium  GherATGs 34 8 10 2 14 / [34]
herbaceum
Gossypium  GrATGs 25 6 9 3 7 / [34]
raimondii
Punica PgATGs 58 12 15 6 21 4 [35]
granatum
Saccharum SsATGs 134 41 33 6 52 2 [36]
spontaneum
Nelumbo NNATGs 28 7 7 3 10 1 [37]
nucifera
Populus PtrATGs 48 11 14 1 22 / [38]
trichocarpa
Hordeum HVATGs 24 4 7 1 12 / [39]
vulgare
Fagopyrum FtATGs 49 8 11 8 18 4 [40]
tataricum
Beta BVATGs 51 21 9 6 13 2 Unpublished
vulgaris data

“/” indicates that no corresponding taxonomic ATG has been identified in the species.
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2 MY ATGs &M 5%

2.1 ATGs 444

WRAEHY) ATGs & H EARIE X R HIYiRE,
o 4y b ATGI/ATGI3 2 & W .
ATGY9/2/18 SR A, WlRmEALEE 3-Fie A
4 1K (phosphatidylinositol 3-kinase, PI-3K) .
ATG8/ATG12 {Z FAHEK R GEM ] ¥ 1 N-2 3%
Ih R T V. fie #50 J8% PR 5 B 45 R 1 52 44K (soluble
N-ethylmaleimide-sensitive factor attachment
protein receptor, SNARE)ix 5 2141 x5 &
YKk sl A W AR I8 SOT 5 O R, R
T 16 B i o

ATG1/ATGI13 A Z SR AA
30%—68%IMMNTETCIFAEE, ATG Y C Sméfitihl
M2 AP A BOVE N $i (microtubule
interacting and trafficking, MIT)Z5 #4320 A%, N
Uit Ser/Thr # FIIMMFEE 4L ATG13 547 MIT
A EAEHFEF (MIT interacting motifs, MIMs)

&am @
el

(@)

1 ATGs EEEAMBEEFMRRZE"

Hoplp. Rev7p #l MAD2 (HORMA)ZS#yk,

ATG9/2/18 BEEAE AT, ATGY 20— 5
BREEE T, FH 4 /RS A IE RN 2 {00 1] 058 e 2
W, PI-3K &4 Beclin 1 F{%5: 12 HE 45 #) 4
(coiled-coil domain, CCD), ATG6/Beclin 1 {9 C-
A ¥ B-oo H 42 (beta-alpha repeated, BARA) . H I
FE R ZEA A, B AR V I,

V FIRATH I — & TE th ATG6-ATG14 =i —
RIKFN VpslS B9 WD4A0 25l i, i — 5
TR Vps34 I Vps15 /8 5E 28 A6 3u R 38k Bl 245
IR, 76 ATGS/ATG12 12 ZIRBE RS,

ATGS8 il ATG12 Bz B#FHEH, BEAILRFMEZ
EHATE, ATG8 fR5FIY C bzt p1-B4.
a3 Fl a4 208 B-grasp Pr&L5H, N It i4 3 i
al Fl a2 BRHEAL AL, & ATGS MHEAEHE AL
AV T ATG12 i E1 A E2 B 5 ATGS 45
&, JHEE ATGS-PE By ig A4 124, xut
Ty e 3k A e 67 T 25 16 J) BB AL, T B 1 W 4R
S5k, AWERAIE BT RE X PR (BT 1), I

®
ATGS

7@ C-terminal of ATG8
(P) Phosphate group

@ Isolation membrans

(a): ATGU/ATGI13 #BEEEGY); (b): ATGY9/2/18 E5fEs

A (0): BENSHENLEL 3-S5 1K(PI-3K); (d): ATGS-PE {BEEZS:; (e): ATG12/ATGS {BEER S,

Figure 1

Interaction proteins of ATGs and formation processes of autophagosomes'’). (a): ATG1/ATG13

kinase complex; (b): ATG9/2/18 transmembrane complex; (c): Phosphatidylinositol 3-kinase complex; (d):
ATGS-PE conjugation system; (e): ATG12/ATGS conjugation system.

http://journals.im.ac.cn/cjben
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JEit SNARE K [ W pA F o 50 ) i . Lt
Gh, ITE ATGs G AT DIOX_N. phox
homology (PX).PI-3K . chorein N, ThiF ,RHOD
Hydrolase 4 il DUF3385 %525 438 . i3 L6 A [ ()
RSFEEF AR ATGs ZE05 A B 76 9% 0
TR Z FEAS YRR .
2.2 ATGs 9%

itk — LR F )R ATGs FE L 5L 1Y)
AL G ZR, R Clustal W B A%F 42 D ARGIE
AtATGs ., 41 T SmATGs il 51 ~H
BvATGs 2 SE 1% /3 1 47 LX), FIJH MEGA 11.0
B ERGE LT (E 2). 45REH, ATGs
B AT B> 5 AN EFE(A-E), {H[A—28 ATGs
ST ATEAN R A%, Ul L8R 1 4548 7T RE A7 7E
BMRZES, CHE ATGs Bz, & 1, 1L Al IV
X 32K ATGs, A 361, HUE E #EF A ##,
E#AE 1, LAV X 3 38 ATGs, A 34 1;
A FEALE A 289 ATGs, A 28 1>, D %1y
& 1. A IV iX 3 26 ATGs, A 21 4. B#%f
H1. ATV X 33809 ATGs, 3 151, 1EdH
3% BVvATGs EHZE W, A-E WERBIEA 9.
5.18.8. 11 LG o #E—2 537 & 9L, BvATGs
SR T SmATGs #EAL 6 R igiT, i
5T FAR Y E I AtATGs #Eb X R A
T (F 2)

3 MY ATGs W EHL&

TEREPI , ATGs SRk AA B T HALN E
RE BB, A& EREE S RO, A
MAE AR Y A KBS . AR A A2 3
% 5% A f(transcription factors, TFs), &% . H
YEEE . TOR LMK F RS, WY A4
K& H e
3.1 ATGs #%RFMEEFERIT

RESRPEIE R ATGs 7SI T 2 AR %

&: 010-64807509

S 7EF i (Solanum lycopsicum)dt, Ak 7akE 5t
[l (heat-shock transcription factor Ala, HsfAla)
P AN 5 2 At AR, JF 5 SATGI10
il SIATG18f i3 3 X 38 i i $3OT 14 (heat-
shock elements, HSE)Z5 &, #4415 T ATGs )&
ik, PN R AR VR 3 WA
5 T HAE TG R ANBL MY S L I 1 A s A
SEEF 5 (ethylene response factor 5, ERFS) H %
454 JATG8d 1 SATGL8h Ji g+ iy 1 5
RETe, oS AR, TR £ 4 (ethylene,
ET)i% S & SRR R A e, Bl Tt
BEEBAETHZ O FEEF HYS (elongated
hypocotyl 5)7E5% sk7KF s A WE, 7EIEHR
A (nitrogen, N)ZX/FT, HYS #iid&A ACGT
B9 =X AE FH T 45 & AtATGS Fil AtATGS8e )i 1)
RN SR S SV i K 1 N S N )
F W6 PR R R TE S K5 e N PV S F
T, HYS SRR RZ RG], FERXT AtATGS
T AtATG8e ik iy £E A, Wi 3
W01, AtWRKY 53 55 40 % 11 i £ WL 9 (histone
deacetylase 9, HDA9)FI 4 (4 Jit & % £ M
(powerdress, PWR)E i E &K, 5 AtATGY J& 5y
THHY W-box 245G, JFLL H3K27 &% LBt
P Y J7 XA ) LRk, fle AU o i 7 i
U, AN, WRKY24 [RIE ALK WRKY20 9% 1
% 5 A% (Manihot esculentad)Bifi Ay MeATG8a
M AR 3L, MeWRKY20 it %35 i
MeATG8a Hy¥% % /KF-, 34/l MeWRKY20 # H
Wik 35 i T2 8 B B A5t [ % 194 ] R, DT 1 5 B 928
I H B R A% T, IE ) AR X
AR AT BIFSE N BOR FH B RE A4 38
NG BT R UTTE R AR A I, B A= 3= N iR
(brassinosteroid, BR)i& 12 1Y FHEAE SR F BZR1
(brassinazole resistant 1)A] H %454 SATG2 Hl
SIATG6 HyE 3+, dikdes B SATG2 I
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Classification

tA
3 AtVP. ‘
smVPS34 |
BvVPS34-2 |
BvVPS34-1 ‘
7 — P AATGIa

o )
i)
T TrO0S 5 SIIRY
SEREES
ot @
SISSEs
CETIER

El2 SFEYATGs ZERREHMRGZLER KM MEGA 11.0 T8 2 5 A R St A
kg, WO = AIERORIE T, METM RIS, SERIEELRIT. 1. ATGI/ATG13 R
w5 1. ATG9/2/18 B 5K T BRARMENLET 3-B 2 54 IV: ATG8/ATGI2 Z REEMIK RS ;
V: SNARE. ATGs iR, #FRAIE S O 52 E H A AR i o0 (%5 . NMDCX0001706).

Figure 2 Phylogenetic tree of the ATGs gene family in higher plants. The sequences multiple comparison
and the phylogenetic tree construction were performed by MEGA 11.0 software. The blue triangles indicate
Arabidopsis thaliana, the yellow pentagons represent Beta vulgaris, and the green circles indicate Solanum
melongena. I: ATG1/ATG13 kinase complex; II: ATG9/2/18 transmembrane complex; III: Phosphatidylinositol
3-kinase complex; IV: ATG8/ATG12 ubiquitin-like conjugation systems; V: SNARE. The sources, names and

accession numbers of ATGs are shown in National Data Center for Microbiological Science (No.:
NMDCX0001706).

http://journals.im.ac.cn/cjben
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SATGE 173k, AT Ht e 25 A ik Xof ¥4 i3
N YLk By it 32 PET TGA FLEEEH 9 (TGA
motif-binding protein 9, TGA9)#i%E T EKiLkIH5
AtATG8b Fil AtATG8e Jii 3l 1~ 4+ 5E i) TGACG &
FRahid, bV AtATG8b, AtATGSe 45K [ :
7,y & O INTTTE (8 VA ea s N S L N =AU
X} (carbon, C)YLHE 1M 32 PEDO ) jx sbgh
W, N7 HES ATGs B raia FiiE
Fik, P RS B W05 2% skoKkF .
B FE K7 1 I 0] T 2 A ) 348 4% A B
BElbia m g5, R ATGs S
FE L RE MR R L LS . FEE SR
AR, URE ST AtTOR 3 i i B #f iR 1k
AtATG1 Fl AtATG13 B [l 745 B Wi, M AR
AtATG1 FABE TG o FHI , H 7 B RE & 5 Bl
Z3HG M AMP/ATP 38, IR0 AMPK/SnRK1
AMPK/SnRK 1 E#RR L AtATG1, MM A
WEBU L BAN, PIEEIT AtATG13a T B iR
b, BEARHXT ATGla SEE R SE R 75 78 C YUK
MR, % type one 4E H W5 R i (type one
protein phosphatase, TOPP){i ATG13a =M1k,
it ATG1a-ATG13a - 5YIHIE I ATGla
Ak, FEAWEEET S, MK atgl3a Xt
C WUk Z 35w > 7E P % ™ (endoplasmic
reticulum, ER) LT, A RIT AtATG18a [N
SR TEYEN] T Cys103 b4 B4k 161 LA 7]
D S, Fm I A B RIE R, B IE 2
AR, Ak, UREIT RING %Y E3 12 i
20 1/2/6 (RING-type E3 ubiquitin transferase
1/2/6, SINAT1/2/6)[{Z &AL ATG13 SR F I
A8, TEEFRFEMSFMT, I EIRsER
FZARAH K FRIEEH 1a/lb (tumor necrosis
factor receptor-associated 1a/1b, TRAF1a/1b)234
I 2 NFRHE B3 G SINAT12, 12 RALIFRER
ATG13a Fl ATG13b, Ml AWz, M5, 78

&: 010-64807509

BTSN, SINATG6 it 5 ATG13 354
PghA, BN TRAF1a/1b F1 SINAT1/2 2 [A] #)
MEAEM, fE ATGI/ATGI3 Z4W T80 A 1%
WY AT L, ATGs 6K 8 i B RS 18 1
PRI, DI AESFIE 25 K1 1 8 S o
3.2 ATGs 5558

BER T LLE A S A ST, 2 5N
AP0 55 30 B B2V . Rodriguez 251 AN
& £ 4 7 1K (1-aminocyclopropane-1-carboxylic
acid, ACC). Wiy%5MR(abscisic acid, ABA), =&
K M (brassinolide, BL), 4= 2 (1-naphthalene
acetic acid, NAA)FIZHI/354 2 (6-benzylaminopurine,
6-BAYKL BRI EG IY , 155 GFP-ATGS8a Fl H W%
& NBR1 PR, KU AWIEHN 5HEGS
Z AR R . BFSE R, & Ak R 22 4
(Petunia hybrida)n fi¢ #f 7 & fE¢ ' PhATGS8 &
ik, T R 0% 0 i 550 (1-methylcyclopropene,
I-MCP)Ab 3 /5, PhATG8 ZEikgml e, 28
ET 2 ATGs BN R B HEEN 72—, 7
Sb, EBEWLIESYT ET A& R, SPISK i
2R 285 5L FL F AH 57 (Nicotiana tabacum) ET
MY A, LR, T PhATGE Fi
PhPI3K A TTER U 241 il #2742 4 (Petunia hybrida)
ET EH4 ML PACS 263587 7632 B (Malus
pumila)$r, I3k MAATG18a & HE /K #2 (salicy
acid, SA)MFR B, Bffi SA i ATGs BRIk
R, DT 38 58 3 SR X 48 B (g Bt
FRY, B SA 2351 | WA 1 40 i
JFPEFET (programmed cell death, PCD), atg %747
A My B b ini# PCD 3R B 2 5d i
SA MR M AN S 56 5 Y S FIT R (jasmonic acid, JA)
5 ET {558 g0, 7El 7 b, tryptophan-rich
sensory protein (AtTSPO)F] ¥ ABA Wih]i% S,
A ATG8 H.{E 2 ¥ (ATG8 interaction
motif, AIM) B $2 5 AtATG8 454, 78 [ Wik h 5
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AATG8 57, T8 F W B SO TSPO [fift

1E A WL atgd 587 Ekr, HREMHm® ™, [F
P, ANHEN ABA JHElisiesi e %t ALATGA
FitRfl, MBI AtATG4 & A RIS ER L
FI AR ALY k41, 241~ AP2/EREBP (apetala2/
ethylene responsive element binding protein) iJ 45
H AATGSs JA 3l T X BOF e &k ARFS
(auxin response factor 8)5F NAA I Jj Kl 1 7]
LAGS & AtATG8s JEH Y 8 1 Xk, $d7n T
NAA ZHEATRERL M ATGs FE M ) #3500, st
LERRY], ATGs Z H5HYMER 1 EY) & A E
S, DURSEAR Y A K A i A 30 B 2E SO o

4 HM ATGs 7Ev b 3 3% 38 o
Hy 1€ A

oy, TR OEFRTH S Pha Rmha
DA B H 553 358 2 okl A 7 s AR S
T FRARAE YD = 5. B WA ) 5 A W38
ML, AU ATGs ik, BikS400
AR PIE  . KEDFSE R, ATGs fEJR#E M
Wy 45 W 30 e 87 v AR (3R 2)
4.1 ATGs B Eh BB M

SR AL R — N BRI R, T
FReeny b bhin , SEE D 30%M9VEYE 52 ARl
BER AR, XA A ™ E S
5520, ATGs 7EAHY) N 4 R W v ke i 24
FH(E 3). b nl i S ad A ms, feotE
P18 A AT RO 20, SR AEAB ) A A2 BT 7 1R
ST HIfiEst, Zhang 2Pk BLEL A R AT
K W (spermidine, Spd)if i #4 7% ¥ /K (Cucumis
sativus) CsATGs F K (1) 235 F1 5 BER Y IE BL,
IR R (AL ANZ Z Ak, DA IE (6] 4%
I ERE ; T CSATG4 Fl CSATG7 LBk £:fE
fik Spd 75 5 1Y B NI R M A E AR A TE B o []
FEHE, ERMREE S/ N (Triticum aestivum) [ 1

http://journals.im.ac.cn/cjben

1 PCD %/, UiSk TaATG2 8 TaATG7 & 8%
MH/NE A, B3R Na. CL, K Rl Ca S50 1
W, 75 5ad s E S (reactive oxygen species,
ROS)HY ™A=, BRARHUAATEE, fii/NE T R 1
W55, PCD ZK-EHGHN, DA 6 ) 42 6 i ae i
FEFALSET-P?. sbAh, ERMhaE n i TR R AR R
MdAATG10 %Kik, #3ik MAATG10 2 Zefigdhab
XA R AR ANE S04, BRARERIE TSR
Na LR, iR IR B TR S A DGR 36
ik, SRR, SR RNA T (RNA
sequencing, RNA-seq) fll 5% B} ¢ ) % i PCR
(quantitative real-time PCR, qRT-PCR)£; R 58 &
M, 46 (Gossypium hirsutum) k£ %1 GhATGS8
FHHZEWBES . PR RV, GhATGSS
] E A A AL Y A (superoxide  dismutase,
SOD) . it %A LYk (peroxidase, POD)FIid 4 1k
S i (catalase, CAT)EPELL K Pro £ 2R 2 A
FET £ PEPY, 7E £ /K 5 (Eutrema sal sugineum)
e, $hMATS ATGs i 8 A 9y il (A i v
PRI IR i 2B 3, HrE b Tn vERg g, R UERK
FAl BEE AT T BR ROS HIAAL B 113k 4] &6
36, DT 8 S A 42 B A s 13, Khan Z50°R
JA WHKFEL G &8, R a T aEfE 2F A
W, SFECHMEANEAETS, ATGs il JA 55
S IE 1) A A T R . X SESE SRR, ATGs
LB R H KT SR B SR PRI E, AR
T AE P R
4.2 ATGs JEZE T 25800 N

TR R A R A b X — A 28 H A
FREARRE, FEAEY YR A R R
4k, fEYI P KIE T, SRR, ATGs
TEAE Y 221 5 e vh k5 B 2R (8 3). T
e vl B E R ATGs fIFRIA, e H T
PE, NI B AL 105 28 1 AR5 ROS JK-F,
PESAEYIPCRME R MAATGL0 (133 ik 1T il
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T ALz

SR OR A WY, R KA
%R (water use efficiency, WUE), M 13 5 3

SRR PR TR 5 ) L A g 1001000

acuminate) ', 10 1~ MaATGS8s ZZ iz h¥, b2 el i, T

1E % #£ (Musa

RMMOLEREE, W ROS AR, IEmMWHE  Fkha, EfE TP idRik MaATGS )5, Al
PIHU RS R, S FRIAER MAATGSI  IEHUA ARG M, i ROS FLER, TR B
%ﬂ MAATGSa /& 56 HE AR BR F TG M R 28 45 ABA & U A s 1, E ORLREEEEZEI
WATRES . AR IR WUE B R, ¢ B N EYE T RN, RALA
R 2 ATGs 7R EYI% R BB I M+ 89 1E A
Table 2 Function of ATGs in regulating plant stress response
Stress responses  Gene name Species Function References
Salinity stress PagATG18a Populus albax Populus ~ Mitigating membrane [62]
tremula var. Glandulosa  oxidation damage and Na*
BnaATG8 Brassica napus retention; ROS and oxidized [63]
AtATG8 Arabidopsis thaliana products clearance [64]
ZMATG3, ZmATG6, ZmATG8a,  Zea mays [65-66]
ZMATG10
Drought stress AtATG8 Arabidopsis thaliana Repressing BR and activating ~ [67]
MtATGl1a, MtATG2, MtATG4, Medicago truncatula ABA signaling; Heme [27]

Nutritional
deficit stress

Heat stress

Cold stress

Biotic stress

MtATG5, MtATG8a, MtATG18b
SATG8a

PVATGS8c

AtATG5, AtATG18a

OsATG1a, OsATG4a-b,
OSATGS, OsATG6e, OsATG8a,
OsATG8d-h, OsATG12,
OsATG13b, OsATG16,
OsATG18c-f

ZMATG12, ZmATG5

CsATG3a
PIATG3
TaATG8
AtATG8
SATI1

MsATG13

SATG2, SATG6, SATGY,
SATGS8, SNBR1

NbATG8f

NbATG3, NbATG5, NbBeclinl,
NbATG7, NbATG8a

NbATG1, NbATGS, NbATG11,
NbATG13

NbATGS5, NbATG3

TaATG6, TaATG8

Setariaitalica
Phaseolus vulgaris
Arabidopsis thaliana
Oryza sativa

Zea mays

Camellia sinensis
Peronophythora litchii
Triticum aestivum
Arabidopsis thaliana
Solanum lycopsicum

Medicago sativa
Solanum lycopersicum

Nicotiana benthamiana
Nicotiana benthamiana

Nicotiana benthamiana

Nicotiana benthamiana
Triticum aestivum

clearance; degradation of
aquaporin PIP2-7; Removal of
ROS and oxidized products

Proteins and 26S proteasome
degradation

Degradation of ubiquitinated
proteins and HSPs; Tapetum
degeneration; Golgi apparatus
reassembly

Degradation of ubiquitinated
proteins; NBR1-mediated
selective autophagy

The interaction between ATG
proteins and virulence factors;
Enhancing bacterial
pathogenicity; Suppress host
immune response

(18]
[68]
[69-71]
(23]
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W TG PE BB , TaATG8 Kik i Bl X5
AURE B E e s AR, TUER TaATG6 NIj2x
TR R 9 S A e O S s gk B g
B, ATGs J8 i 39 5 [ W3 v T 4 s A 0 1+
SP3BT 52

IeAh, ATGs Al it 5 2 505 5 00 7 A EAE
HR T+ 2 Wia . WF5E KB, #E3E(Medicago
truncatul) i 7K 8 F1 MtCAS311 (cold acclimation-
specific 31)5 ATG8a Hl-5 i 75y A+
MtPIP2-7 (plasma membrane intrinsicprotein2-7)
HAE, T B W AR i e v
MtPIP2-7 HY H Wt [ A, DA AR AR 2 7K

R,OWAIKA TR, R R R DY,

Bao 25" VL Bl R 7+ AtCOST1 (constitutively
stressed 1)iE T ATG8 fHEAEH , o i A
W ZEIEH 2% F T, AtCOST1 il i /3 AtATGS
F1% g AU A 19 e 5 i £ T 52 T, AtCOSTI
BERE AR, R AtATGS, G A ME, HamiEY)
fif SRV BRI 24-F 25 H R NG
(24-epibrassinolide, EBR)Z3 B2 15 Jifpae % 1k
(Prunus persica)lt & 55 , FEAR PPATG &
RAOF I F AR, SRR
TE e ] 395 % ERFS ik, ERFS it
DRE (drought response elements)J& ¥ H 145 &

Stresses
|
Drought Salinity Heat/cold Nutrient element Biotic
stress stress stress deficiency stress
Transcription Hormones Reactive oxygen ngramm.c.d cell death; Prf)tt:inf:
factor species Hypersensitive response modification
-
~ ~ - _ o
~ i - i -
S —
Boxes DA ATGs —  ATGs &
Phagophore C l
Autophagosome | sss, l
Autophagy
| 1
Stresses Stresses Cellular Tissue Related gene Immune Nutrient
response resistance honmeostasis development expression response remobilization

3 ATGs VTP 5 B8 i Rz L)
25 Sk 3R ) 3 R 5 SV T BB VR H

PRAD ST K I R HARIE AR S R R EE

Figure 3 Regulatory mechanisms of ATGs in the response of plants to stress. Solid black indicate direct
induction or activation; Dashed black arrows indicate indirect induction or activation.
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SIATGSd il SATG18h 1) 3 ¥ X I - S H:
Feik, MR E AN E N M, SRR bR
AE 1, b, 3-H LRI (3-methyladenine,
3-MA)E T ATG6 w3424 A W, ik -+
Eha T /NE 4 PCDI, Williams Z5E107I%}
Sk BRI i 5 B 4RO BV 48 (Tripogon
loliiformis) 4 AfF 5 A& 30, 1 7K Ab $HE - S0 TAE S5 0 K
B, Mifikk ATGs RS, #mgT
L) B SR P S X SEZE R ATGs 7] 3l
1o S 95 5 R SRR 5 /K 43 ) A Rk 44 e
Yt
4.3 ATGs F1Z R iwmiR E B i 5z

P 30 3 5 | R TR AT S AR R
BEAE Y AR Y Z B PNE S, ATGs
SRR T, AW R, — T R
fif B T R AEAR, R AR 1 TR A RN e B
55— 5 MR E I FSFLOE T, DA R K SR
A&, T 4R e A o v R A it A2 U B
(Capsicum annuum) CaATG8e i i # finit A ik
2 (H20,) B 52 1 4 4l #4 4R 5 2 17 (heat shock
response, HSR)HH 5 3 K] 1Y 38 35 2 17 18 455 B
Tif PR S 26k MAATGA8a fifi 154 JL P 3 51
FERE A WG T, PUARRE Ji3g5R, ROS 1
B, o Rz SRR RS, S i 2
s BRAh, iR A T {6 2 A R
/N T [, B AtATG2, AtATGS,
AtATG7 Fil AtATGI0 J5, FHAifEH & B FiEs
TEEE A, UL AMNE T A WA SRR IR
fERAE Ry & B hRIEM . EAMEE T, 2
HsfAla 7] B 5181 SATGL0 #4557, MG 38 4E
3 AR B TR BRN BB 38 TR Tt AL 24 1Y K
S, IE [ RS AE R RIAE 25 A BGEN Y X RS
TFHTAE R atgb 28 AR PR A HRBRE 1T IS % S 2
AT, MEXT IGE S K 5 2R ] (heat
shock proteins, HSPs)JE K Rk A K, (HIE

&: 010-64807509

ERY/E2Y 7 STEN SR AR IR E N DO A E R (117 STER 1
i AP G 35 PR ) ik i 2 B PR R ax s
5K, ATGs S 5 IR FAH Y 0 FAJP 30 B Fl
T R (1B 3)

AF I A2 52 e A 400 200 B T OO 1 R I T R
A A R e gl A el ), AR R, 7EAR
MM T, MSATGA3 #% JE R H9 i Pro 7 =
TP A AL BTGV, 85 D 204 T b dk
BEIGE F15 U3 4h, MSATGAS jof 26 3A M AR # 42 B
BT H HE(O,)M HyO, BI7KF-, Al MsATG13
T AT T R AR Ak K ST 3 A ) 1 4 S
PV FE i, BZR1 Al B 35 ATG2, ATG6,
NBR1la #l NBR1b 1Y /)5 gl 45 & , JF7Ei@ e T
PRI S BL PR g Ak, DTS B A e BG n A
NBR1 & FIK T, I dE D Re v 2 111 (PsbS,
VDE il D)FLER, T drsept™, it
S50L3R WY, ATGs £EAE ) We 07 I W3 2ok 72 rh s
i 2 mEAE
4.4 ATGs AT E 75 RRIME N

FEE ST HNA R, ATGs W] 558 3 08 5%
W, YA SRR . IR R AN
P RE R, O HLBE R LR (inorganic phosphate,
PRI A MY A KT EFY R, K Pi
e S B U RE TFAR 7 A IX Y [ g i, Pk
2 AtATGs H N YUk BEs S, B7E Pi YLK
TR XA 75 AtATG8 ZKk T,
AtATG8a. AtATGSf. AtATG8g Fll AtATG8h 7r Hh
AR P LR U, AtATGSF Fil AtATGSh
TER P A Pi YU L E, 4ERFANIE PR
RIS ik SIATG8a 1147822 A ke 3 ok 1
WA e H 12 KL N (TaPHRL, TaPHR3, TalPSl1
M TaPTO)W Rk, $Em THIER/NEMR . 25
ROl SN 3= i VA A . 2
FrpitEk MAATG10 A g 2 R A ia F
R MR A KR RDE S R i, EIREK
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W5 [F AL A & H K MANRT1.1, MdNRT2.4 .
MdNRT2.5 Fil MANRT2.7 B2 357K, A2 8% A
A WST , DT 348 5 4 L 1 3 2 A SOOI U
A PR, Rl REHL, 33k MJATGO #1545
HEHEER@HHLT MJATG3a., MIATGS .
MdATG8c . MdJATGSi Fil MAATGA0 %% 55 7K -4
i, BRI B A SRR Y e, AR R Rk 2
MdNRT1.1, MdNRT2.5. MdNIAL I MdNIA2
FEIE LA, DA 4 i e i DR RE A OGS SR i = 14
Z U2 OsATG8D it 2 A 1tk 25 14 58 17 3[R 441
FAJT Y Wl o, A RS A A R AR
i, PE#EEMRA K AT, WP F AP R A
YU ST 5 i 52, OB AR AR
(nitrogen use efficiency, NUE)'?, 25, &
il SATG6 MM [ mEE - mT 3@ 2f b 9% NRT1.1 i
NRTL.2 558 K-, 879 A S5 R T DA Rk
WAk, AR, DA 7 2 i A ik Y 4
FEAE IR I3 5K A AR U A2 124
PEEER T BRI R A g, JFEA
WA IANFE Zn® F0 Fe®, 4 FE40MUN Zn-Fe 2%
MU, MIRBE P Zn E AL, ATGs ik
AR S AR ) B BEAE A T o FEBREESRAT T
atgs 2 AR FE 3 B R B T R e E 0 Zn T Sy
V5 H WERE A AR AR, DASEINEES Zn* YK
I YRR TR AR . A, Y
Zn i g, AREWSHOAS, Wil iRt
HFEEKFERY Fe, wTLUIIIG atg 2848 (R i
() Zn AR, DAAEFREIEY) Zn-Fe fS12T,
fE Zn-Fe faa8h, 5+ bZIP19 F1 bZIP23
Al RESRAE Zn 77 8/t 54500 T 8 s A AR Y B
WERTFE, 1 B3 2 R BRUTUS (BTS)
eSS Fe AT AWM G, 1t
Hh, ATGs WZ SHYmIVKAIE Y . SE4E
R, IR IF 2R 25 1A atatg5 (1 S J6 25 M 3% JiE
M E TR 2, H R LU SA 1Y
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Jy A% A ) 2 B, DT 5 e 342 Je et 3] e
S Jl i, KU ATGs 25 S gk,
XBEHEREH], B IR T s E A R ATGs &
IRYE SR AR B TS, £ 25 SR B R A
VA
4.5 ATGs BITFRE 8N L

W 7 AR R 45 T G 2 0 I 3 e )37
Wk EHEZEVEH (B 3). BB, 4008 W
T BRI B 76 AF ARG S R BLRIP,
Z RN R AR YL, AR S BE ATGs HEP 3R
ik, TR FIEE RS MR, SR AT
itk TERIRGTTH, AtATG18a B IE i 7E T
H B W5 I HE RN B JX 2% 7 (Botrytis cinerea) Jy I
FE A 4EH, BRIL (brassinosteroid insensitivel)
AHIEAZ R 1 (BRI1-associated receptor kinase 1,
BAK1) 5 AtATG18a & 4= HAF It H # B 2 1k
AtATG18a, BAKI1 Z7E[HNT AtATG18a 1 4 /M
BRAEAV 25 (Ser361 ., Thr241, Ser328 F1 Thr387), M
T Ak 3 1 T SR S S AT 0 %o R e S A
FOFEHT 10 St , AR AE BT AR 75 (cotton
leaf curl Multan betasatellite, CLCuMuB)iY BC1 &
P38 2k 5 B A Y R A s B v -3 -
P2 i & i (cytoplasmic  glyceraldehyde-3-phosphat
dehydrogenases, GAPCs)4i &, 5 HMEAA, W
PK NbGAPC 5 NbATG3 HAE, Jink [ Wi i Fl
WERE M, ORGP, NOP3IP i@ it 5 K
280 B (rice stripe virus, RSV)ZmfiG g RNA T
BMEIE N p3 BAE, AT p3 MUREME, TR
p3 BYTCBRAM NS PEIFA T AW, B ] PR 7R
YR AN, WRKY24 HIESEAT LS MaATGSf
Il MaATG8g Jii 8l T L1 W-box 54, IE [ A
WL IR s, Bim FI RS T, 3858 A BB GE
71, MITREAR B R R TR,
CaCl, Kb RENS 0 35175 T34 (Pyrus bretschneideri)
M F 1 PrATG1., PorATG5., PorATG6., PbrATG7.
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PbrATG8c il PbrATG10 %% 5K F-, 42 m AL
HWETETE, fEidf SA MR KPrafbinte,
5 M Wk 6T 46 26 J42 i T4 (Botryosphaeria dothidea)
AT PE,

) AT R T E RE AR R AR S, T
o Ji P U 2 a4k H 02 2 1 SR SR R 45 [ 9 A T
BB R R R . PR, KR
(Hordeum wvulgare) 25 2 1€ M- 3% 7 (barley  stripe
mosaic virus, BSMV)f# y-b & il i 5 ATG7 H
BEE AR ATGT-ATGS BYM AR Il 15 3
TP E W, WA WA 5 B R B0 s 7 B 1 s
7, A 2 SR e U3 e 5t 4 v = e R
(tomato leaf curl Yunnan virus, TLCYnV)Z& 61
C2 A HEES ATGT Mz RIS S5 EAE,
T AP b B PRAS G A 5 (Nicotiana benthamiana)
FI 5 ATG7-ATG8 Y454, il A wEis e, £
Bl o B AR i = o5 I N NP A R W 8
"% 7% (bamboo mosaic virus, BaM V)& 4L [H] ,
8 ATGs ik, JF HIBGL 5 40H s &% ATG8f
B A WA OR B N, 2B ATGs 1E [m] 5 4E
Yy BaMV (AR SHPAERIRRRAR L, /N
TaATGSj L 2Rl bk 1 H- 28 28 4 45 14 (Puccinia
striiformis f. sp. tritici, Pst){Z 45, IRFEAN %%
D, R B B (hypersensitive
response, HR)SZ Z|[R i ; [0} TaATG8] i#EKAH
PRAT PR X Pst pyURE, 22 A KA
B, FEARPUPERRARY, peah, FEARE T, Hil
M -3- W 1R i & B (glyceraldehyde-3-phosphate
dehydrogenase, GAPDH) 7] 5 MeATGS8b #
MeATG8e HAF, FFMl A Wil s 72 A B A
MeGAPDHs {LERAE R, Rk MeATG8b i
MeATG8e 1] A IR 2255 e LA P (Xanthomonas
axonopodis pv. manihotis, Xam)#it4:, 7). GAPDH
I B ) PR R BT RE T, X SE AT
SRR, ATGs TR YIBUR i 5 &2
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RIYERT .
5 gH#

ATGs 511 3 W A% A P fE fb ol i o
ARSI H IR AR R, R A K R
B BT W e N R A, BT
KW ATGs FRIFST 32 B2 4R rp 78 300 35 J 26 1) 3
K B WERZ AL ST . SR, [Rl— ATGs 1]
PE A 2 P R MR N, T[] — e e R AT BEAZ
N2~ ATGs WL, I H AR F T ATGs B2
RE R 8 AP AR R e o A, AR
WRKY .MAPK il Ca™ {557 F5 ATGs
T AL AS BB o PRI, 32 48R Sk 1R BF 9
AL ILF E T (1) RIS A SRR
Bk . CRISPR/Cas9 JLH iR EH A, WAL
H WS Sl e P A OCHE ATGs S i 45 R Fi
PRI A, A AT 0T e o 1 RS R 2 (2) IRR
ATGs FikN [H WG PE R T, TR ARFST A b
Y R T 22 TR DG R B AR LI (3) #R5E
ATGs S5 % . WRKY. MAPK F1 Ca'f5 %5
I3 FZ M2 B R SO 5 &5 SRt 22 b
YERLE . R Fastfs: . difa A5 Fik
WAk 55 Ty Pk R R bl R AR ATGs D)
fie SRR, A AR AE P R EY)
151 R A (it o R R S R R R,
FLAE AW b LA S v VR 7 0 R i 3t 45 T
PR K
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