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HEYEREZMER(TOR) ESBKRMRHRE
MIRTH, g B4, T, T e

LB AN K SRR R 22 B, DL 110866

Tk BH A MR 2 Vi 2 4 AL e 2 B R A SR 2, JLPH 110866

SR BH A R B 2 2 B, TR FH 110866

WE: F e E X %G (TOR)AE A4 £ T A A Y T AR T 69 L BB 7 RPN, BiLA T mIe B 4. &
BRAR. IR ERPF EHERRETENAR G, MARBAMARER TSR ALY REZAS
JEARF 6 R Iz H Z—, TORE R AL F AN FAR— AR A E., AXEZZHELTTOREAM T 5
BARTF Anst E v E E R 4F I, R W # I (Arabidopsis thaliana). E K (Zea mays). %t.Z (Pisum sativum)

FHd Pt A K. SnRK-TORAZE 534, #EAR A5 #5569 3578 .
KiEIR): FraF Z kG, TORIZ 5 i A K, iR £0a 5 &

75 A 55 2 #04E  (target of rapamycin, TOR)/&
JE MR 22 28 B (Ser)/ 75 2 IR (Thr) 2 i, J& T
T R VLI - 3 -3 i AH 5% S il (phosphatidylinositol 3-
kinase-related kinase, PIKK) X ik, 1ETH HAZAEY)
IS5 K A Th RE L i BE DR <7 (Xiong8582017) . FE M ZF
B 1% BRI B BE (Saccharomyces cerevisiae) ik Pt
B A BF 25 (— i BEL T N T4 B v o AR 18 B 1) 2 01
) RAR N T FEF, B RS E I T TOR (Heit-
man®$1991). EIRIEREH 58 2IH AN TORKEE A,
ELERLRE T SRR A B (Chlamydomonas reinhardtii)-
KRZH WA N (Homo sapiens) L &G —1TOR
FEH. WHFER I, #UF 7 AtTOR S5 AmTOR [ 2 it
& 7 51 2 A e BEARARLIE, R 0l =2 2 1 U 48 A 3
AR 1R IR 75%, FRBAAS R0 AP I TOR 2 1 B
A e B A AR 4 5 A B IR (Xiong #Sheen
2014). fHY+, TORARESEMEK. KE. it
Jp3 FN P AH #E I (WolfsonZ52016; XiongZ52017).

1 TORETORZE @B

1.1 TORERLZH

4% 85 Bl 45 A 3 2 4h, TORZE HiE B HoAh g
FRR G5 M 8. EN-R ¥ X 45, TORH 235204
IXHEAT i & [X 1§ (Hunting-tin, EF3. PP2A. %L}
PI3JMETOR]). FAT%: F38(FRAP/ATM/TRRAP).
FRB45 4 38 FIFAT C 45 F 3 4k e e i (1), HH
TIE UG IB(FAT S5 1438, FRB&S #4938, FATC
SERIIOAEAE T T A PIKK A, DR HEI X J LA 2544
O PIKK ()35 PR A 5 520 (John552011) . W 5T
RIN, HEATZE5 A6 380RT LA i i o b R 1 B/ 8

AR EAER, Hr A EHEAT H ()40 2 )5 (Knutson
2010). FRBZEHIH. FK50645 44 12 (FKBP12)
HMMEEY S TH MRS, X TOR™ A
E FH (Soulard££2009) . FATC 45 ket o 4 it 1) 4 4L,
I JFUIR A5 TT RS2 M TOR [ B A % (Dames Z52005),
{EF S T H (I FATCES #3801 A~ & TOR R A44F FH At
DT HI(Ren%52011), HEYITOR KR (A 45445 LA
EABFAI A RERAEE R HE . HH.
PR S SR AN E BB A A TOR 2
PR 2 PR AR (12)37 T S B | TOR B L AE 2 4>
W e A B AR S P, IR RH T O R R A B
(John%52011).
1.2 TORXEIHE ZRAVEX M

Y, TORMEMERBUK. FHERS
HFRBZ: K48 . FKBP 1245 i 1K) 5 & Y0 TAE FH,
M 08 TORIE P (Huang252003) . [AlFE, 75 F K
R B 20 i 35 3 1 A, TORX 85 1 35 2% th R FL L
FUB A (SoteloZ52010) . SR, — L& [l Ml 7 5 %
B IX MR, Forh QSR T A 2 S (Vicia faba),
RUfs 2 e ik FE ) B A R EE T, B I I AE
KA L2 25, J5i R EYFKBP12[FE R4
REAT ROt 45 & 7 IH %5 3 (Dobrenel 552011) . {HHF 5T
RIL, PR IFAEL0 pmol L& I8 2 b # T, A=
K32 3 7 2L H) 1) (Xiong552012).

ks 2018-01-10  f&F  2018-03-20
BRI EFHREIEEESG1772314). TTHHRE SR
HIUH (20170540802) NP4 BH 1 BHE THRITHUH (17-231-1-
35).
*lIAER (hyfan74@163.com).
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HEAT repeats FAT I FRB

FATC

| Kinase

<1 TORH A 45H
Fig.1 TOR protein structure
FAT: 275 D 5E A 45 K938, FATC: C-oR 3kt # ) X 38, FKB12: FK50645 425 4 12; FRB: FKBP12-55 125 % 45 & 5 H; HEAT repeats:

HEAT 5 2 15; Kinase: JF45 1k .
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Fig.2 Phylogenetic tree of TOR proteins in different species
Arabidopsis thaliana: )\ F47F; Cucumis melo isoform 1~3: fH KV 1~3; Cucumis sativus: 3% JK; Drosophila melanogaster: Hi; Homo
sapiens: N; Nicotiana tabacum: JW%%; Saccharomyces cerevisiae: BB EE; Solanum lycopersicum: & i; Zea mays: 1Ko

1.3 TORES @
UTAESR, TOR(E 5 I8 248 H 2N ot

TEM LB, TORMIE M 32 L2 34N 2= i, RYI
JE S A KE TR BRI DL A e &
RAE(EI3) . KL R AR R % FETSCI (HA-
MARTIN)/TSC2 (TUBERIN)%&: 3%, MM % TOR
WISEPE . ERI T, BRTORF N Ab, RNA R &H
A TORCIAH 73 B A, a1 TOR A 4% AH K 8 A

(RAPTOR)FSec13% i 2 18 (GPL/LSTR), #i#k
i, # 7P RAPTORMIHEAT # & 18, 2 [A| £ 46 4 H.
YERL; AEAREE T, LST8H H 2/ 5 TOR Ml 45 14 15
MEAEH . (Hig5EEEIEERHEYTORC2E
G WNAFAE, BN IX TR & 9 ()45 58 4153 L A
FEAET A YRR R 4 H (Dobrenel %52011)
1.4 TORZEAER

FEM AL RN IERE R, 4 B TOR AN %2 BR




AATRIAE: MR I L E A (TOR)E S B BRI FE 1k fe

551

l

B RFPI3 A

l

TR R R S

iR R (R 1/2

l

TORC1

TORC2

TOR
Sec13EMmEAS
TORWAHMKEH
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Fig.3 TOR signaling pathway in mammals
AR, # kAR BEE A, B41A

HE5Y 7 7R TORCIMTORC2, TORCIH#3A T3
YH R4 N TOR, mLST8, RAPTOR (TORi#4H
FHEH); TORC2FE HHTOR, mLST8, RICTOR
O 5 0 B R AN 0B 2H 7 (WullschlegerZ52006) .

H AT, 708 4 22 DR 20 Ao I 21 1F 2 ] € I TOR A
T BRI ) TR A, R o 0 TR B
(translationally controlled tumor protein, TCTP),

Ras-related GTP-%54 85 H(RAG). PI3K. AMPI
T E R (AMPK) B8 R JUL IS 44 R 1 6 1
(PDK1). H A, i JCIFEHF B 45 15 M e 2 &
E(TSC)AFEAE . KT IRH, PLE TR 5 A
ANSOK (SO M) FE K A1 /> 2 i PP2 A Tl 1 g 1
MR ——2 AR B R B AH OC 2R 142 (TAP42;

Y NTAP46 YFITAPA2 HAEE (441 (TIP41).,
SOK 45 M 3 A M W) A By W 1) v FE RS, AR NS
SOK H 45 58 (1A BEIR A4 A7 25 Thr388/ Thr389 tH A7 7E
T I FAIH . R BERR A A\ Thr389fRe = MLt
PRAT H T EREEAED) T () TOR 75 P (Hong%52008) .
1.5 TORT AT ER

TEV LN, R U AR B mTORAEHEN
2 A% R BB Y 5 5% (Cunningham£5:2007), {H 2
K Z HmTORCI ) Ty gk /2 il i I ) S6 i (S6K)
M ERBIFE LGN F4ELE G 1 (4E-BP1) kit
7234 % () (Laplante fll Sabatini 2012) (/&3).
TORWEER 1k S6K 1 FI4E-BP 143 i 2% (4 i & l(Ma
HBlenis 2009). 4E-BP1HJBERRACIHIE 7 545G
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W HelFAEMI 45 &, 25 3 sl 1 45 Mot
FHPE T 7 eIFAF L AW TR B S6K 1 AT DL It %
Tl 250 ] A B, R mRNAA Y& B DA K B9 9%
iU FIZE /1 (Laplante Fl1Sabatini 2012). G IF
R SCI G [F] 24, BIS6K1AS6K?2, il i 4 i
SCES R I, RAPTORIBSS6K AR HAEH; b4k, 16
57 e b B AU RS I R IS 6K 1V 14 BEAIS, T
SOK 13k 3R 1A [ 40 g %) ¥ 325 iy 28 3% B o ok 8 gl
S, P B IxX — i 18 52 B TOR &A% (1 521 (MahfouzZs
2006).

TOR(E 55 F 1 — A HEHLHE X 2AT E
IR G Bl (PP2AS) [ % . fERE BRI LB o,
FHABEREG2A (PP2A) R A K. B 7= R H
FNIR I 2% A4 AH B FH Gk R A (0 — R 5 87, 1M
TAP42ZPP2 A 5 IV FE AN TOR Y R I RN 1+
AR SR I AR W, R I TAPA2 ) [ R )
TAP46 245 5 TAPA2A LA T fig, FLmT DLIE 40
Mo A K I HEAT RSN TORBE R 1L ; TAP46/E NTORAE
SEANIES N REEYAEK, FE, TAP46/
PP2AZE 1) 3 5 52 TORYE P4 (/4% (AhnZ52011).

2 TORIESEEIFITHEME KL B KX

HYEKEE . AP FEAER KR
PR b2 5 TORIE E AHARIC Y, TORIE I i 45 4%
S BHRE. EIWRL WTAE AR A AR R R A
mAEK. KE. . 2E. Fass, WIETOR
WG PEE TOR R IA K2 R Y E K K E
PLITE R A8 Ak (XiongZ52017)

TEREY R, 20 P At U 5 11 400 A B L), o 4
BE DA ZIL R 8% ) B PR FSOR SR & g3 . BT TOR
WA TR M AE KR E, B AT DL TOR
FERRSE5EMMBEEN K E . ERERE 1
W75 32 A TORIG A 7L 21 f B 52 BE VLA 5 i S R
FEAEH (Levin 2005). 5% 400 5 71 4 i BE T Bl 58 A8 1
rol5 (Irx1 S| F) FIHF 7 AR Y b 1 IX Fh o A
PR T —NUEHE, B SR Brol 5TRAL AR 2 4 i B
TE R AR AR I T 7], LRX1 (LRR-extensin 1)
2 5YNMBER R, HLire I 325 R AERR B b R 1
SR, Irx 1 S5 rol SRUGEAZARINE] 1 Irx I 3RI8, BIAR
EBRE KRG AL, (H R rol5 BT 5B
TR, R BRE, R AR, X R B4
MEESS R R A T 27 (Leiberd$2010).,

TR 18 RIS AN W AR Ak, 06 ZLE Jip 18 3
BErh 0 A KR E I HLEOE W ia N2 R 4R A A7,
YRS, YR E N IRE A KK
B. CHIMEYEE KR (abscisic acid, ABA){ETS
e ria %l B R A S AE H (Zhao%52016) . i
K, Bt AR T TORFMIABA 244 8 Bk 13
@ AR A A B R A AR T, N R AR K
B AEE N T . B FE R, ABASZIAPYRI/

PLYZE A A RE SABAL &, A REHIHIPP2CIIE
M, BRI A ML IS ABATE 5, SR E K
RE, ZBINFABAKHL 5, 1X—BEE AL A 2K,
TOR G845 57 v FR AL PY L 2K FH 31X — 4 1 (Wang
22017).

TEREMAEKF, R EHRMZER S AEH
AU A S sk S AR AR KR,
Hhy b 2R 453 AR 2H 2R )0 [R] B 5 2 26 R AS 5 A
A5 T, MTEH T AR IS W) R 55 25 2 5 (S
SHIHtL . AEETHEN, JBAREEOE ZARMABIE
MRARA K1 5 R AT B RN R A K R S
5, K Z AT LT, A SHEPTOR
15 5 19 %% 5 (SchepetilnikovZ52013) . Li%%(2017)if#
it Af FHDII-VENUS 6 B[R R 4, W il %) bE s R 4
HE5EMEM FAEKEKE, RLIESAEKERLE
2R BAR R, J# I SE) 52 B PCR (quantitative real-
time PCR, qPCR) /3 #r & B, Jths b B 1 254
HYUC2. YUC4RIYUCTIIFIE, YUCH IS AEK &K
AW R IR B R ORI, R AR KR
LA RGR B RAEKEZMER, EKR5HE
B L [F) 30 TORAS 538 4%, HLIX Bl £k 2 1 8 i
R PAWT, UER A KR TRUETORKDLE 5
BRI

T Gle-TORAE 5 % T I lURE 2 A0 7 T i
B-4A Ak (TA GG i il A Tk 2 i g A S0l ) B 2 TR TR
TEI (CF R B2 G i A0 47 15 R SR 5 T ) 5 A T 4 [
Fok o R R S I, X R TT AT
IR 7 B (Graham 2008). Gle-TOR/E 5 #%
T AR YR VR SR IR, I A e B SR A/ B
FUBR A, R A& B BT 75 ik A AR
%1% (KeurentjesZ£2006) .

YEN B FR 4D, FYAEREA LGt
AERELLSCRAR . RN 6 e R A K (T 6 S
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2016). MERTLARIBER . P88 R HAAR 25 DA B
AR FH 3 [0 8 2 4 s 4L 2 400 PRI i RE AT 9 R i it
W4 K (LifISheen 2016). % [ R 1UEI I 41
41 5 A= 4 USRI 0 A K P I TORAE 5 1 4% 33t
T2 M, R AV FH 32 02 T8 ol 3 T4 i 0 2 et
A A W e B A 8 R A% I TORAE 5, T 3ok 4% ]
AR 2 53 T 246 I T s AR 4 28 4H 23 b 1% 48 1R ] A
(Xiong#l1Sheen 2012). W5t &I, SnRK1 (Snfl4H
JEE I 1) FITORIX P Al gk b b R <7 (1 B 1
iy, 7EAEYDRE BB 8 & R B R O E (L
HEE252016). EARSNRK 1A TOR AR ) &N 2H Ak
o 1E BAZ A R AR B, (B S5 R AR AL
SnRK 1 FITORSE & B E A4, XS 5 LA
P AT AEK K E . SnRKI-TOR(E 5 W 457
T A KT BORFE A FH, TORME AR ) A8 AN
R B BERE, T SnRK 1] iX 2514 72 (Roustan%52016)
(4).

TE A 2 L A e i A7 ok ) T X, ek o
A K B AU K (Sulpiced$2009) . 7E#B 7T
R [Jtor-RNALR  [st8TAFRFIME — B2 5 SN T
microRNA amiR-rorfa ¥ A3 # A4 B R Y (Cal-
dana%2013; DobrenelZ52013)1k A\ AR 3% REAN 5]
YH TORC T 1R 2% 5 S5 isd i i i AR 28 1) 7 i
17(Schmelzle%$2004). 5iE#l R A0, 1E LB
S itor-RNAIKE R Ist8FA R AT M5 2 AL FE T
KILWEBEFKBPI2 ()40 SR T, R~ AN UL
P AU KT B, (EFEME B 5 M amiR-rorfl
Y T, R AL AL IS R = YL

W FE4A . T 5 A5 M E 24 N A FR (Dobrenel
£2013). JEk A TAGTE £ FH TORGR [ FE ) H 1A
RATRES L | AAAE BT RAR U I 23 45 ], I TOR
AN IR B ) A AR 2 T g 2 | S i I 2 1) B T o
T, X B T Bl B R R . AR ERAE FRR L LA
J I 46 AF(Caldana®$2013; Dobrenel45:2013).

3 TORSHEMIBSHE K

T G2 J MR T 1 3 200 P U R D A 5
AR PRTRT A RRR SORERLAR R 08 B A, DT IR ) 3
f£3%(ZanettifliBlanco 2017). HEY5 —ANZE 1%
¥% F BAKSED U L R S i 1) B L P20 E ], X e
B HKE 4 &NB-LRR (nucleotide binding-leucine
rich repeat)£5 [, A~ [E]FNB-LRR 2 [ 7] DA H #25[7]
FEARONAS [RIR R (095 S A 887, I OR8N
il &2 1 902 (effector-triggered immunity, ETI). ETI
A S 2 i BB AE T (hypersensitive response, HR),
T R 19 B A g o T 9T R B E TS 240 i o7 v
O mRNAs )5 PR A R A B0, s 45 1)
mRNAs LS AGHRAH G 1) 8 H i TORFIH AR 4
PEFASCHR . TORZ A Ol B U 15 77 A0 AR KA
HEF, SR ) A KA OGS B A8 B A A 56 IR
N7, PUERTOR R B AR AR 0 %0 3 R 1 T 7 1 M B
(Pseudomonas syringae) 3% W 4 it 5. )0 14 (Hyalo-
peronospora arabidopsidis) ) EUEYE, [F] ] FEL Y
SAH 5 AR SO R S TR B B A SR ) R R B AR, R
I TOR A7 i 15 AEL A 5 48 52 W (Meteignier<$2017) .

AR, TORFZIL T 158 ZLH0E R 7

TOR

e TOR

HYWEKKRE

TORA#EEMHREH

Sec13FMEAS

P4 SnRK 15 TORFERA) H 1 541 H]
Fig.4 Regulatory roles of SnRK1 and TOR in plants
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T W R % [ (pathogenesis-related proteins,
PRs) #4700 £ 1 (Caldana®$2013) . JTERTOR T i
RN EE H TAPA6RE T BU4H B RE P A0 T, 0
¥ (Nicotiana tabacum)' i W S 4EAE T A ¢ & b5
A S AL R, WIPRT. PR2. PR5 (Ahn%%2011).
Song%%(2017) I\ AHRAE(Gossypium) HIFLL I 7+ HH TOR
55 5IRF MK (jasmonic acid, JA)E 5 17 E K EX,
TORFIEIAG S IE K. AN, FEIKTORE AT &
B k>« A3 AR f(Caldana§2013), 1X 1]
AE 55 41 B v7% 2 2 3 Ak AR RSB AR1 N BT 7 2 (1)
REEAHOC. TORAME W) S i) SO 5 R, s
7~ FEY ISP S R G TR AR Z Ak

4 RRE

REBAREN A EGH A TORKEER, Tk
BEAR A & 5 bt 32 B 03 53 A7 AE P AT =S TORSE
K. TORE:A HIBBIRAE B AZ AL J2 Ban i), 3R]
TORJE HAZ AN L A Tt F5 1K) . TORIBE A% B
PR m BRI, EAEHIHE R B AL i,
WHZRER Y G R ARG L =R M
RSN o AEBH)FIRERE T, TORE:AE T AL
A0 A A R A g B S T A2 AR OR B R
o @R — LR IR ALY, WEERE. FHANE
K28 i (Caenorhabditis elegans). 5 F M (Dro-
sophila melanogaster) MW LW IR, K ILEA]
HONS R B R HUK, A E S R IRIEREE
e BRI A0 Be B VE AR, K 3 I K L BN
Vi A, DR, E R R e N R TI B  T T
e

AR, KT HE Y TORIE 12 IR 7T A1 52 21 ik
L EM . ABEE, REHEHEDERRAEK
FAE X E IR R AU, XA ARUR AT RE K
H R Az . TOR(E 5l id K& 1) MR K
YIRS D)5 10, R 5 70 B TOR AR Y,
NTORBE MR S HLAE Y A E R A B RIEH
AL MM A . H A, Y TOR(E 5 73 14l
B FOE A IR, RO T /DA TOR@ #% 241 47,
HX S 20 3 R AR KAE B B4 TR A KK
B. RILTORME T/ S HEY A KA O %
BL, ATOAERABIE FEAE R € & B A A FI A AR 44
=] B vh, BLAA E] S 57 B O A BT 3 B Ak A B Al

TOR 5 %5 5  [A)#% 3 1) R I8/~ T EEEY A
Ko i B2 v o A2 A1 28 F7 R 33 TR B O 1 — AN BR T,
EATRT Be A BT ) B 48 B A R 3 5E 1 % s Y
7, XX T AK R B il s EENE.

TEW A3 4, TORIE B B & AN JEAS 5 AT
PS5 (A s SRS K BERMAEKRF)
R AR BEEE Ao Ak, T ELAE e s 45 2
RAZEEFAME R P RS EEZEH. R
E P TORSE 5 W3 HARIE ATE 2, EILAEHE
W A3 [ e T AR AL P R AERRIRAE R . AE
T ) G 9% ik F2 HH TORJE 75 52 M mRN A s 36 48 P 5
B, DARCH SR IOV AE H bR RS 4 ) @, 38
St — P I R B .
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Abstract: Target of rapamycin (TOR) is a kind of evolutionarily conservative serine/threonine kinase existing
in eukaryotes, and plays an important role in regulating cell cycle, protein synthesis, and cell energy metabo-
lism. As one of the most important and highly conservative macro-regulators in the growth of eukaryote and
immune response, TOR has become a new research hotspot in biology field in recent years. This paper mainly
elaborates the high conservativity and sensitivity to rapamycin characteristics of TOR, and its impact on
growth, sucrose nonfermentation—associated protein kinases (SnRKPT), TOR signaling pathway, glucose me-
tabolism and defense response in plants such as Arabidopsis thaliana, Zea mays, Pisum sativum, etc.
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