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WE  Z5LORELEE S He MR 2 B B (LLG) & o T4l B4 1H, 1E NCrRLKALEK 2R 32 R R Y1 4 1118, &
HHZBEHMIME S-S, NMREEDAERE UL R ST EESE. LLG2/35ANXFBUPSTAE, WE{EH &
T A K 582 . LLG15FER (FERONIA)E{E, 4 N i INADPHE LS A= 5 M 4 (ROS), 3R 40 i fh K AR &
K. A, LLG1ERFERFLZ 4K, HHusnik K (RALFs)EAF, M GE H BT IL(AGB1)FIR EH -ATPaseTh .
WROSHZA DL K Ca? By, 51 &R s A FLIN R R M. LLG1 5FLS2FEFR HAE 0% FiRbohD, #4TROSF4E,

R RIENE - ZEE T HEPILLGRIMICHT Fe ik, AR A ELLLGH) £ 22 Dy Rede i 25 2.

X817 LLG RALF, fEME, 1R, g5 hnig

ZE4E KkSE, T4, % BAE (2020). S LORELEIVE H: i s et LA 4% 2 IR A wr st g . eI 55,

541-550.

FE 4 W 25k 1% T T UL B 4% 7 & M1 (glycosylphos-
phatidylinositol-anchored protein, GPI-AP)E {7141
Mo A 22T, VE NCrRLK LS i 35 52 7 S il 1) 4 1
18, S5 AR S e
MBS L R A FE(Yu et al., 2013; Cheung et
al., 2014; Zhang et al., 2020). fHYIGPI-AP K j& L5
COBRA. ENODLAILRE (LORELEN=ANE 5, 4
SR T 2 i BE A 4k R A A (L et al., 2013). 87
EH:%(Hou et al., 2016)F1XZ 5 {F FH (Feng et al.,
2019). #FEFIF(Arabidopsis thaliana)® H 342
LORELE I & i I 15 L 4 7€ 25 2 (LORELEI-like
GPI-AP, LLG), HHLLG1AEMAIM: F &2 A 28 5
15, LLG2FILLG3TE LR b FIAEH & K1k (Ge et
al., 2019). LLGZ 5FER (FERONIA)% % fh 2k 52 44
P (receptor-like kinase, RLK) M P Ji (¥ 1] Ji Ji5 1 4
18 R H R E AL, FRE IR LERLK 1) 3 52 A Jk i A0
=5 AR B AL K T (rapid alkalinization factor,
RALF)Z L AR(Li et al., 2015), ¥ RLKHIThRE, 2

Wk H #9: 2020-04-05; 252 H #1: 2020-05-20

SEMEERK SRR, RERBEKU LGS EH M
AR A2 FE(LE et al,, 2015; Shen et al., 2017;
Feng et al., 2018; Yu et al., 2018; Zhao et al., 2018;
Ge et al., 2019).

1 LLGEERLKsHIE#IESENR

LLGH & IR 7 51 B FE NS A5 5 K (5 234N 6 A 57
(PRI HE). R X, Cufify R 48 X LA K Clify
GPI (2120 2 LR 7R L) (F1A). LLGH 8 MRSF I
FERR, WA s, Z5H A H3DE LK
(E1B) (José-Estanyol et al., 2004; Liu et al., 2016;
Shen et al., 2017). LLGE AL FEH, GPI-APHIATE
DAL DX R S N T 25 I G P I, C oA s 5 g ol A A2 1,
PAYEDliBONIING: S 2 el A E 1 0 0 WA Ny e o4
G3AT TS I RN E [ B PR L X (Zurzolo and Si-
mons, 2016). LLG'S5FERZRLKs# i 4k #4 N A bt
F i 4 T JE X (juxtamenbrane region, exJM)45 4,
JF X EERLKs AP T M 5% iz 1) o i L (LT et al.,
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Figure 1 Arabidopsis LLG amino acid sequences and 3D structure model

(A) LLG amino acid sequence (The colored boxes indicate the N-terminal signal peptide, sequence conservative frame,
C-terminal conformational flexible region, and C-terminal GPI anchor region, respectively; the triangles, green dots, diamonds
and pentagonal stars represent 8 Cys sites that can form 4 pairs of disulfide bonds, and the blue dots represent conservative
amino acid sites); (B) The 3D structure of amino acids 46—138 of LLG1 (a-helix, B-sheet, N terminal (46), C terminal (138), and

conserved 8 Cys sites formed 4 pairs of disulfide bonds)

2015). LLGfEANRLKsIE[RISZ 44, J&A140 A RS
SECECAR, YT RS FME Sl . E R ITIIgLR
Afhrh, FER-GFP B 7E P M 140 i i, i 7ENlg
AR B 4 R IALLG 7] LLJE /> FER-GFP 7E 41 i
R A, KR FERIT I 47 . 19158725 R 1
KK E R Sferf) R AL, 40Xt RALFA (1) B
VERRAG . 3R B2 Al IR 208 DA AR B AR KRB (LT et
al., 2015). LLG1/2/35 H fic /& RALFs & 57 i N iy
(A1THL 14N S HE TR ) 45 &, JF 5 FERMI AN 45 14 35
(FER®®)H.{E, JEHLLG-RALF-FERE &%), i T
s 5l % (Xiao et al., 2019).

2 LLG23 AWM ETNR
WER

(Johnson et al.,

FREER

PR A RN IR B IR R 52 2K 4
2019). &7 AE LR Tl 1 2 Ff

RLKsIEAISMAE 5, Wis4EMmE K (LI and Yang,
2016; Zhong and Qu, 2019). ANX1/2 (ANXUR 1/2)
FIBUPS1/2 (Buddha's paper seal 1/2)/& 188} & T
Ji s TE AL IRLKSs, P e R i 25, @it
Wi 2 RALF /)N R AS 5 8 15 18 8 B Az K FTRS 4 i R ik
(Ge et al., 2017, 2019; Franck et al., 2018; Li and
Yang, 2018). LKy I ILLG2/3 7] BL 5 ANXHI
BUPS#exJMIX H.4F, 45 H 5t B g i, Gk ‘K exJM
X 1) ANX/BUPS iiii B 7£ il 4 (Ge et al.,, 2019).
LLG2/31E N7 T FEAR, 1 BIANXFIBUPS M P Jii
I W BAE R T () TR, B R AR-SE AR 51,
LR Z AN RALF(E 5 (EI2A); &2 k& A
JJ/MEI’JRALF4$HRALF19/J\ . YERFIERE 1 S B
1 0 it 4= K (Mecchia et al., 2017; Feng et al.,
2019); 8 i P R BR 43 4 ) RALF34 /N ik, 45 il 18
W R 2L TR O 20 i3(Ge et al., 2017). RALF4F!
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RALF19.% 2% 3551 LG2/3 5 ANX/BUPS (¥ #H H.AF H,
RALF4[¥Chii 5LLGH: &, HNui(HHEYISY motif)L5
LLGH 55 HAF, 1 5ANX/BUPSHZI HAF(Ge et al.,
2019). Xiao%(2019)f#Hr T FER®®. ANX1. ANX2.
LLG1 A % RALF23-LLG2-FEREP 5 & A ) i ik 45 4
(Xiao et al., 2019). ZEH %W, FER®PHANX15CAI
ANX2EP (i AR S5 M AR ML, RALF23 [N a2 fig
HLLG2%H K44, HFERFP5RALF23FILLG2
HAEE, HM%IEW B3 (Xiao et al., 2019). LI E
WF 7t 45 5 4 N iR RALF4/19/34 5 LLG2/3 F1 ANX/
BUPSZ IR EAE R RIEHE T 5%,

TEIESZ i /MRALF4/19)5, LLG2/3-ANX1/2-BUPS
1128 &K@t 5 GDP-ROPAAH EAE I, % HIE AN
GTP-ROP1, #ETM#0E i 16k Ff 5 % 15 INADPH
AMEERbohHA, 724754 (ROS), FHROSTELL
M TR, W E AR, BRI SRR
F(KE2A) (Kaya et al., 2014; Mangano et al., 2016;
Feng et al., 2019). #E57FLLG2/3 RNAIE K 16K
EROSE &K, AKIBA, BARREE. LLG2/3/]
S = 5] R AEA B G M BE R A, R A SRR SR E A
R T DX IR 2R, 2 R A SR A o TE A6 5 0 T oty
Fishank X S5 AH B, 088 H (0 F G & &= PR, 5
IR KA 5% (Feng et al., 2019). #hJs i in
HoO,fE % LA S AR 36 77 K LLG2 RNAIE KL
WK, B RAE, X Sanx1l"/anx2""
RAGARAE D B R AL Re 4 MR i I H0, 1k 52 A8 24 (Du-
an et al., 2010; Feng et al., 2019). HIt ] I, ROS
Fa A% FRALF-LLG-ANX/BUPS T it By & AE K 5
IRy

3 LLGLFIEREREEK

LLG1idEd SFERMexIME &, WrBIFERE i T-HE &
AR, I 3 R R AR 5 R E A K (KI2B) (Duan
et al., 2010; Li et al., 2015). #EFIFliglRAAEK L
fer-453 25 R4 AHLA R B BLRE Z AL (Li et al., 2015).

ferRAA ) E 754 K (Keinath et al., 2010). HRE4E
H:(Duan et al., 2010; Huang et al., 2013)LA & it
B K 1) 52 2304 (Guo et al., 2009; Deslauriers
and Larsen, 2010), R H 4% i 587 % 43 % (Duan
et al., 2010; Li et al., 2015). fEllgl5fers2E A4y
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7 ¥ NLLGIMFER, w] LAYk &2 FL 5 24 51 % Y (Duan
et al., 2010; Li et al., 2015).

LLG1 5 FERH B 1F M 3L A /& %2 RALF1, JE i
LLG1-RALF1-FERE &) JF BOE FER, 31 1 42 1R
A AN ITRALFAH06 B AE  A i iR g AR A, (H
HAKMWIgLY fer-A RABMR PR . BUEHIFERS
RopGEFs H.1E, ¥ RAC/ROP M 5 GDP4; & It L
PR H A N 5 GTPA & HINEIRE . ferRAR A 5 )1
Firac/rop R AR R AUAHAL, FKW]fer Srac/rop 2 [A] 4
=% & (K2B) (Li et al., 2015). ¥E4LAJRAC/ROP
i 77 NADPH 4 1k i 7= 4= ROS, 1 17 ] 4% R A= &
(Duan et al., 2010, 2014; Li et al., 2015). ligl 5fer-4
AR 1 IROS /K F- 2. 3 % /% (Swanson and Gi-
Iroy, 2010), T4 AusEe e8P 4l BT SME I
YHAEIRFA(LD et al., 2015). [FEIRF, WoEMFER S|
AHATER AL I 0%, B AMAPHIE T, 5l &4
Jif B A A, D ) AR S 0 i A AN AR B A2 4G (181 2B)
(Haruta et al.,, 2014; Li et al.,, 2015; Xiao et al.,
2019). [z, fKpH{E < 5 F4 i e B2 K 25 60 i AR 2
(Monshausen et al., 2007). Ht#&H, LLG1AIFER
F A RiE 5 AN KRALF B AR, 27 1 5 5 4
AROSHpHEEA, MMEIERSREEK.

LLG1 7] it 5 FERIL [/ 2 5 i 5 IR (ABA) . A K
. LI RENEEBRYSME G SH SR, M
MR SR B4 K (Guo et al., 2009; Duan et al.,
2010; Deslauriers and Larsen, 2010; Huang et al.,
2013). lig1tfer-4 58 Xt A= 4 2 FATABAR FHABL 1l
Moo feridZs R B K6 A4 K & A UK (Duan et al.,
2010; Li et al., 2015), HAHKXTABARHIHIEUE(Yu
et al.,, 2012; Li et al., 2015), I R4t 20
BRI (Deslauriers and Larsen, 2010). 4ABATETE
i}, FER@ L 5 GEF1/4/10RIGTP-ROP11 EAE, ¥ii%
A-type PP2CTli R FABI2 (ABA insensitive 2))i%
P, 06 SNRK2iE 1%, M6 ABALE 5 il #, [Fi
1) SLAC1 i# i FINADPH & AL B/ S FIROS 7= 4
FAEMR A K (Yu et al., 2012).

4 LLGLliFIEEMENE

HE TR AR B S5 R, S B e
BEA, flgmp i e A, SRR EE R (Dinneny
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(A) LLG2/3 5ANX1/2F1BUPS12 H AR M E £ K 5%, (B) LLG1 SFEREAFHIEM SREAK; (C) LLG1 5FERE1EHE
AN, (D) LLG1 5FLS2FEFRE/E IR N & . ABA: 7% HR; ABI2: AT PP2CsHifklf; AGB1: RiFE=FKIAGEHBI
J&; AHA2: JiifiRH"-ATPase 2; ANX1/2: ANXUR1/2; BAK1: =2 32 /A4, BIK1: Botrytisifs TR 1; BUPS1/2: itz &5 W
51/2; ECD: Musbg5#93k; EDR1: S b &R A1; EFR: ZE{H K T TuszAA; elf18: 4H e LEAH KT Tu N 18N 2R /MK exIM:
M AT LSS R 3k; FER: FERONIA; flg22: 4Il i #f B 8 AN 22 N F LB /N Ik R <7 3L/, FLS2: ¥ B Atk E[2; GDP: &if—
W%, GEF1/4/10: M Z A H R 1 1/4/10; GTP: S =B, KD: WMl I, LLG1/2/3: Z5LORELE % 3 N5 mt UL B 4%
EEEAN2/3; LRR: 8 & a2 RELTY), LRX: & &2 RER)THIMEREE A, MAPK: 225050 E QR MKK: 22455
5 B O, MLD: ZéMalectinZE #4938, NSCC: R MEPH B 1383, PR1: JWFEAHCH T1; RALF: PustisbA¥; Rboh:
IR 13 A SR AL, ROP1/11: HaYIRho#l5</NGER H1/11; S1P: AL -1 (If; SLACT: BB FEIEE A 1; SnRK2: ZZMR/IFE
FREE I EESNRK2D; TM: BSIESE My . SEAR RN LR R, A RR i ok 3 ia . ik Fon ek, TR R .

Figure 2 Interaction between different members of the LLG and RLK family proteins regulates pollen and root development
and salt and immune response processes

(A) LLG2/3 interacts with ANX1/2 and BUPS1/2 to regulate pollen tube growth and burst; (B) LLG1 interacts with FER to re-
gulate root and root hair growth; (C) LLG1 interacts with FER to regulate salt stress response; (D) LLG1 interacts with FLS2 and
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EFR to regulate the immune response. ABA: Abscisic acid; ABI2: ABA insensitive 2; AGB1: Heterotrimeric G-protein -subunit;
AHA2: Plasma membrane H'-ATPase 2; ANX1/2: ANXUR1/2; BAK1: Brassinosteroid insensitive 1-associated receptor kinase
1; BIK1: Botrytis-induced kinase 1; BUPS1/2: Buddha’s paper seal1/2; ECD: Extracellular domain; EDR1: Enhanced disease
resistance 1; EFR: EF-Tu receptor; elf18: 18 amino acid peptide of EF-Tu N-terminus; eXJM: Extracellular membrane domain;
FER: FERONIA; flg22: 22 amino acid peptide of bacterial flagellin N-terminus; FLS2: Flagellin sensing 2; GDP: Guanosine di-
phosphate; GEF1/4/10: Guanine nucleotide exchange factor1/4/10; GTP: Guanosine triphosphate; KD: Kinase domain;
LLG1/2/3: LORELEI-like GPl-anchored protein1/2/3; LRR: Leucine-rich repeat; LRX: Leucine-rich repeat extensin-like protein;
MAPK: Mitogen-activated protein kinase; MKK: Mitogen-activated protein kinase kinase; MLD: Malectin-like domain; NSCC:
Non-selective cation channels; PR1: Pathogenesis-related factor 1; RALF: Rapid alkalinization factor; Rboh: Respiratory burst oxi-
dase homolog; ROP1/11: Rho-related GTPase1/11 from plants; S1P: Site-1 protease; SLAC1: Slow anion channel 1; ShnRK2: Se-
rine/threonine-protein kinase SnRK2D; TM: Transmembrane domain. The solid line represents the direct regulation process, the
dotted line represents the indirect regulation process or material transport. The arrow represents promotion, and the T represents

inhibition.

et al., 2008; Feng et al., 2018). /i 5] AL 40 iy
B LR J5 28 B AR 4 1T LA Bl FER i #h 24 B2 B f{IMLD
(malectin-like domain) AFIBEKN, 51 AL P SRS
PEAR (K, R IR Ca Wk B RAE, J8 3hEh R E 5 il
#%(&2C) (Feng et al., 2018).

LLGIENFERMILZ S 5 & fE . #lM
Irfer2 fliferd AR AR MR i A K AEAE B IE, JF HXFNa®
BORE, EO0H B AT Ll B 5] R V5 0 18 A R
(Feng et al., 2018). 5 AL, 191578 {4 AR tH 5%
Na* sk . FIvk 2 & T-100 mmol-L™" NaCl4b# ] 5|
gL F1ferd 58 A% R M H Ad K X 248 M i 2 3% 75 T T
sos1fllsos27 (AT 5, 50 mmol-L™" NaCIRI A 55
FOAR R M AR X AR IR KVE Bl Al R AE T X R B
LLG1FIFERT 82 545 5 SOSI % A [ it & i
Mg 4% (Feng et al., 2018).

LLG1i@E it SRALFSFIFERHAE =0 E &,
VAR NS S . =3 1 B A B R A T RS
HHAF% & (Xiao et al., 2019). LLG1i@ i HCHit %
AR AL P 5 RALFs 57 (NS 45 &, W 5 FER®P
HAE(Xiao et al., 2019). LLG1/2/3FILRE 112 45F
AR L 5 RALF23 1 1 i R 15 S B A L (B1A)
5RALF2345 4 1), LLG11#1129-13847 & FE % [X 35k 1)
WHR KL, . FN, LLG1/2/31)"*'"KEGKEGLD"?®
I AR 5, HAG123R%E A2 §5LLG1 S RAL-
F23 H.{F(Xiao et al., 2019). llgl-35 484K Kk A4 i
G114R ¥ # th [£ 4% T LLG1 5 RALF23 [ 14 4} .1,
55 7 RALF23%F &) A K (1 9 1 /F FH (Xiao et al.,
2019). {H/2Z, LLG1A L7 fi R AZ (WINO1A, TO9R,
A117YFIN118Y)J & i H 5 RALF23 FIFER(¥ B
fE(Xiao et al., 2019). I4b, RALF23KHEAL £ 548

(I6A.16Y L11YFIN14A) 2 2m H S5LLGA 1 B AE, i
TV 4 e xtelf18 15 S IROS ™ A= 5 41 i A= K ) 411 1
fEH(Xiao et al., 2019). FERZILFRLL f A 45
M RALF235%F FL R 1EH . SEFAETUAH b, TEfer-4
B T AR A SR A K FER (G257A) F1 FER
(N303Y), %A= & 1 4 1 B & 52 2| RALF23 % &
(Xiao et al., 2019).

e R a2 i FEdr, RALF22/231% S FERE i
M@ E N, M 7R FERK T AE(KEI2C) (Zhao
etal., 2018). IEHIRAET, ks SRR ELF
51| %E J# 25 [ (leucine-rich repeat extensin, LRX) 3/4/5
N i (1) & 7 5 2 R # & ¥ 4 (leucine-rich repeat,
LRR) 5 B RRALF22/2345 4, Clif e FE£ B 40 4 i
5 A0 EE B CRI ) AZ I, T2 SR a2 18 T,
ER 175 5 100 20 B ST B AR A 4 LRX3/4/5 58K S, BT
H5H 45 1IRALF22/23, AR, #hhiathis ST
SITE-1fk i (site-1 protease, S1P )AL 1) il #RALF-
22 & . 2hiF S HIRALF22FIRALF23 4 m, {2
THSFERMEAE, SHFERAL(EI2C). I IFllgl
RAFR . Irx3/4/5 =R ferd Rk UL S RALF22
FIRALF23 st 3 A A B 22 TR H ARABA ) 2B AR iy A 2
U E R (Zhao et al., 2018). HAE W& W, FERFP
[ty malectini /7 1] LA 55 20 Jfa B o (1 5L 1 5 A LA
SN R 1R K 40 PR B R Ak, fi % FERAY 5 (X1 Ca®" I
AR R YRR e, DARY Eh W iE T AR 41 M 7R AR K
Rk AR Z (Feng et al., 2018).

fEM A, FERY G A B % (heterotrimeric
G-protein B, AGB1)MHEAEH, i< FLIFik(E2C)
(Yu etal., 2018). agb1 Fiferty & 5l Eh B AY | 11
agb1 R HIXHEF(Yu and Assmann, 2015; Yu et
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al.,, 2018). HHI7LEM, AGB1IE K AFERIE b [
ER, S5 ia g, HixF e mTaes2 21 248 %
PEEIFE (Yu et al., 2018). 7EZ&ME %14 R, agb1 5848
WARILFERKR, MiferA A KES LM, X T
Wi 25 B I R 22 5, Wi Na AR [t b3
BRI, aghlR I N4k BUK, HNa'7iHh
EEHAKEMRR, HierRAMT EEMNa" B R (Yu et
al., 2018). EIEZEME KM T, MM ANa" 2 & F
2 HL g T Na™ @ o JF % % M B 5 1 8 18 (non-se-
lective cation channels, NSCC)A i fINa"/H [ #4iz
ToME. fers IR IMAHATG s, T EURAMERR L
BN INa"H" [ 5 ia ik, (2aENa™ shHE, FH X1
SR M (Yang et al., 2010). #RT1, ferf 2h iU A
Al e B Tfer N RERFEBEAHA (Yu et al., 2018).

fer 5845 f oK B Na" B 1] A 32 22 el AR SR AN
F7 )2 41 i 5E B4 3 2K BT 3 (Feng et al., 2018).

RALF i id i5 S FERBE B {4 Ho % (Haruta et
al., 2014; Chen et al., 2016), #EifjiEid BEERILAHA
(11Ser®®, | iR T 5432 62 /1 (Haruta et al., 2014),
BEAR S AMAER L FTINa A HE,  BEL 120 i 28 KRR A= £,
Hxt U (K2C) (Yu et al., 2018). tt4h, RALF 14t
4> 5] ML FER K M 1O i it Ca™ 4 i (Haruta et
al., 2008, 2014). M1 ymol-L™" RALF1H] LA
il 400 B T B A= B filagb 1 28 A8 R AR (1) AR K, (A2
fer2. fer4fllagbl-2/fer2()& %, XK HRALF1@E T
FERXJHRAE KR FEHIHIEH (Yu et al., 2018).

Eh % S 5 E A7 ) NADPH % 1L i RbohD = 4=
ROS, 5 %|AGB1FIFERH A 4% (EI2C) (Yu et
al., 2018). hhiasziagbl1fiferfyROSHZS, aghl/
fer B T AR 7 2 L H bL 4% [ B R A 44 B 7™ H [T ROS 2k
iR AL, HIX P ROS J M 75 AN [F] 94 £ A0 B[R] £y 5 4k
DL AN E) 38 5 (O AR ) R A E % R (Yu et al,
2018).

EhEa 5] RABA T BT E HETEUEFER, A% T
JiEiE s [FR, FERtIEIGEF1/4/10-ROP11i& 1214
SRABI2 )75, ABI2EH # 5FERB/EH H LR 1L
1M 2R3, AN ABAMA R, SR fer 58 AZ 74 ABAF
£ il A UK, ERFERA S I E 4 B K IABA,
HefF5Eginges 51, BRI MAEZE
(Chen et al., 2016).

Xif £ A AN IE B S (Puccinellia tenuiflora) £5

Bl . %5 S AL o BT R B, FER K AH G B
HERK1. NOTIAMIMARIS, DL KFLS2 L HAEEH
BAK1. EFR. BIK1. SCD1. BSK1MIGRP7}[#1E
H, AW GEAN S MCa™ = 5@k . ABA(S il
DL MAPKZ B (S 5 il i AIROSHaZS, M1 i 42 555
N5 FE(Zhang et al., 2020).

5 LLGLIE®RENE

TEAE ) 29 R AR o R v, o A =R ) 52 4
(pattern recognition receptors, PRRs)Z 5 i )%
ARG . ZHHEYPRRs B A M AN AR R 51 258 45
iP5 5 235 ) S5 R ol 5 R R ) R S A, e
SRR EE P Y%A BEEFLS2 (flagellin sensing 2)
MEFR (EF-Tu receptor). LLG1/E N2 THE1E, 5
EFRMFLS2)exJMX T AF I 45 H J i€ 1, 2 111 i
ek g% B2 R (Shen et al., 2017).

YHE) 3 20 B B A F I, FLS2HIEFRIRGE S H
52 ABAK1 (brassinosteroid insensitive 1-associated
receptor kinase 1)JEE &4, WiE N IHEMAPKZL I
E5imls, HEPEER P RE, REKMIER(SA)FE
B 0 2 B AR R, ML RR R B0 1 (Sun- et al,,
2013). MAPKZ 15 518 % H I EDR1 (enhanced
disease resistance 1);& —#Raf-like MAP3K, ifit
75 MKK4/5-MPK3/638 i f1 i = 7 e ke, HLAU R
Fredrl ARk B A fii 1 (Frye et al.,, 2001). Shen
45(2017)7Eedrl iy 5 FHLLG1HIGlY 9848 HArg™™
ARG R AL M edra/igl-3, 45 T-DNAZE A 3k 15 1)
llg1-2R AL 44 edrl 28 58 3143 MR AL AR edr1/llgl-2.
%W, edrl/ligl-3Fledrl/ligl-2#B %} 43 97% #i (Golo-
vinomyces cichoracearum UCSC1)#U . ligl-3ifiid
I edrl ZEAL 44 o A AR 10 B PR K 1k FTSAR)
FAZ A g5 edrlxt bR BT edrl/ligl-3%f iS4
7% 74 il i (Hyaloperonospora  arabidopsidis Noco2)
FIH Y97 J5 2014 (Pseudomonas syringae pv tomato
(Pto) DC3000)%% % i IR A UK . 1lg1-241lg1-3%
ARARRE b3k 3 J A H U, R AR A A N SAF
PR1FE XK F-# % 3G. cichoracearum/2 4 r)41i .
FENQL-2FINgL-3 R AL 4 v e ALLGL W] DA 52 B A
RRM, RYILLG 2 5 %) 2 Tl R A4 1) #2725 ik
F2(%2D) (Shen et al., 2017).
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LLGIAN[Ef iR AN H 5 FER. FLS2MIEFR A
YRR AEAE 25 5 o Nlgd-2 5 A W S5 1) A= K Bl g 2 7Y
(Li et al., 2015), Tillgl-3 (LLG1®"*R)HLLG1 5FER
0 ELAE BT B A AN 2 e, ToAE KR B ik fa R A,
X R BILLG MR E G AR (Y 2k 2 S B ThBg, X
K&k & L (Shen et al.,, 2017). BB} W% 28l
CO-IP SZ 5% iIF W] LLG1 5 EDR1 A i B, iX I 7R
LLG1 % % % 1) 755 7] fe 5 EDR1/E 5 @ 2% 6 % .
LLG1 5 FLS2 #1 EFR ) H E A~ % fig22 4k # K&
LLG1®"™ R i g5 (5, I HLEfIg22i G Faf bl 5
BAK1E.{E(/K2D) (Shen et al., 2017). 5E A RIAHEL,
FLS2MF R . JF B 52 7 LA K flg22175 5 ¥ B fig 2Nl g 1-2
IR, (HTENgL-3h Bk . XRHLLGTIEAH
o PR 5SS 5 S T AR vl Ae 2 A B ST,
LLG1C"MR s e An I R M He 5FLS2 B4, (H Al fgfy
M LLG1 AIFLS2 4 5, MM 5 BLFLS2 1 4% 1) T i
55l AE (K2D) (Shen et al., 2017). LLG15
FLS2 fl EFRJ¥ 1% ) & & 44 1 4% g W BIK1 (botry-
tis-induced kinase 1)1k, ¥ T RbohD™
AROS, 54 Mg N (K 2D) (Shi et al., 2013;
Li et al.,, 2014). lig7 % & H1flg22if% T 1) FLS2 Al
BAK1 H.{F & 3Z 8 m, {HIlg1-2 Flligl-3 J& 4 Jif 44
flg221%5-F HIBIK VB ER {0 KT FEAIK, lig1l-2/01Ig1-3RA8
32 flg22 Fl elf18 i 5 1 ROS 7K ~F- 1K T~ A= 4
(Shen et al., 2017).

6 HRSRE

LLGYE N e A IRLKS (WMFERANFLS2)M 41+
18, ST PN J5 2 2% BT B, 4K 17 7E RALF s 55
BCAAFIPRAME S IR, 2 R RLKs 1 i 5 2
5% M. I IT gl ffer AR 2L R B 51l
BN AL, BN LLG 5FER%RLKs 2 [A] [ HAE ]
REAN A TRTER B 0%, T A2 A7 AR RS 20 B R ML X0
T LLGH % (1 fif A1 S H 5 RALFs FIFER B /E 7 £
PR FLR B, LLGHT R i i A1 17 =& I HLAE
K F&, MRS 4 5 M A5 5 B, E AR
RLKs5E i N 15 55 F(Xiao et al., 2019). #R 1, 7E
FEE R B (W3R B AR . ek B A K SRR
R X 5 4R B 4 AR K ) 5 3 35 (s i s SR
TEE . RS R LKA S ) & R, LLG

i

S5 Y2 LORELE| WEALRE G ML ¢4 2 AW et e 547

WHA] JE& 7 T AMAAE 5 (WTROS /K 7 S AN [A) e 74 ) 1] ¢
H SR, i 15 2 5 A [ RS A& (A RALFs) 45 &
W) B2 AN [A) U RLK s H- 3805 He T I 5 = il #% (Huang
et al., 2013; Yang et al., 2015; Yeats et al., 2016;
Yin et al., 2018; Xu et al., 2019), LA ZLLGH]4XS R
ST 2 I 2R A7 2 /EROSAE 5 Ik SN Al (1 i A 5L i
57 75 BA ThEg(Duan et al., 2020; Yu et al.,
2020)%%, X LERL ] A FHRANTI .
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Advances of LORELEI-like Glycosylphosphatidylinositol-anchor
(LLG) Proteins in Plants

Sijia Li", Yongxue Zhang1, Mingsheng Jia?, Ying Li", Shaojun Dai®
'Key Laboratory of Saline-alkali Vegetation Ecology Restoration, Ministry of Education,
College of Life Sciences, Northeast Forestry University, Harbin 150040, China; *Shanghai Plant Germplasm Resources
Engineering Technology Research Center, College of Life Sciences, Shanghai Normal University, Shanghai 200234, China

Abstract The outer surface of plasma membrane (PM)-localized LORELEI-like glycosylphosphatidylinositol-anchor
(LLG) proteins, as the molecular chaperone of CrRLK1Ls family of receptor-like kinase, are involved in the transport of
CrRLKs and extracellular signal transduction, regulating plant reproduction, development, as well as immune and stress
responses. LLG2/3 interacting with ANX and BUPS regulates pollen tube growth and rupture. LLG1 interacted with FER
activates the ROPGEF1-ROP2-NADPH oxidase pathway for ROS production, and then promotes root cell elongation and
root hair growth. Besides, LLG1, as co-receptor of FER, interacts with RALFs, and then regulates G protein § (AGB1), PM
H'-ATPase activity, as well as the homeostasis of intracellular ROS and Ca2+, for modulating stomata and roots in re-
sponse to salinity. For immune response, LLG1 interacts with FLS2 and EFR, activating the downstream RbohD for ROS
production. This review provides important information for understanding LLG biological functions.

Key words LLG, RALF, pollen tube, root, immune and salinity responses
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