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Abstract: Classical cell biology posits that glycosylation modifications occur exclusively on proteins
and lipids. However, the discovery of glycoRNA has challenged this paradigm, expanding the re-
search frontiers of glycobiology and RNA biology. This review systematically summarizes the discov-
ery history and molecular compositional characteristics of glycoRNA , with particular emphasis on de-
tection methodologies including metabolic labeling, chemical oxidation, proximity labeling, and
mass spectrometry-based approaches. Its summarizes the potential functions of glycoRNA in cellular
communication, immune regulation, exosome—mediated transfer, and angiogenesis. Finally, it
outlines future research directions centered on critical issues such as biosynthetic mechanisms, struc-
tural elucidation, and functional regulation, aiming to provide theoretical insights for the develop-
ment of glycoRNA detection technologies and mechanistic studies.
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Table 1  Comparison of major detection strategies for glycoRNA

Strategy Principle Advantage Limitation Application Ref.
Metabolic labeling  Azido-sugar incorporation+click Enrichable, live-cell Newly synthesized ~ Cultured cell profiling [3, 9]
chemistry
Chemical oxidation  Periodate oxidation+biotin conju-  Independent of metabolic la-  Complex procedure  Primary cells, exo- [4, 20]
gation beling; high sensitivity somes
Proximity recognition Dual probes+signal amplification High specificity; in situ Complex probe design ~ Spatial localization ~ [5-6]
Mass spectrometry ~ N-glycan release by PNGase F fol-  Detailed glycan structures ~ RNA information lost Glycan profiling [7]

lowed by LC-MS/MS
3 MEENRNAKEYZFINEE

3.1 4HiEiBEINIhEE
B A EE £ 2 SRS HNRE S E B R, BRI RNA il & BN A &m . Ik




558 1 ERES: W RNA WIER S TER o 7
FAAENLE AL HAREATHESAR B, WEo0 N DL aR S

AL RNA T B 145 9S40 ) 8 U T B o

BEFEAK RNA 521022 1 RNA 254528 £ (RBPs) 413 "R "Conoe
TERALHED . S Ak, HARZ1120~165 nm(H1 'z;@ Qou - Otean
[15) . AN R — A A5 7B ) % a . I
BRK, HobE & & R A TAT (Trans—activator of tran- " hnRNP— = \\  , ‘ ‘ UM‘V/‘
scription) I SR A M TR 2 — . W7 Bl \{5
TEH A7) TAT 08 55 AN A TS 5L O BESEAL RN A-cs- \\ ﬁ{ S
RBP YK A o A B, AT b 35 2 b O i N /
NAHE . X —HUAIE R TR RNA o] i P ik | S
IR, SRS T OO ANPIHEIE s A A A A T
3.2 SR EIEEEL RNA TR AR I

AN EHL AR 27 30~150 nm B JEVEG K E2I, SkJE Fig- 8  Domain formation by cell surface RNA-binding
TR, MR LT, ISR RNA 4T, proteins and glycoRNA ™

FEA M la) ) i de 2 515 9 R P A EEEEH . A
[ F T AERESAL RNA B SN R E 0 EFREE R

Sharma 25" % AcsGalNAz fR R ICEE & /MNBRELSLES, & IURERAL RNA 32 B4 F M b i
W, b SEEE AN IR SR IR AL R AN HAE 5, B 5 (5 5 B g (gl 9B) . 5
ZANE], Yadav S5 F] H R A AL - g i HaE 45 & EIEREYLE S g A (ASTORM) (fniE 9C) , LA
e Ren %5 i@ it drFRET SR FRET pif%, 4B 540 RNA F2 @ i TOMBRRE R, RNase A BY
PEF R A E T 2 B E R LGS, B PHEG BoR NS AL TN RRE AN E (N 9A) o

A B C
. HOOC
: 5 t(Tl\ 0 % BHQ3
Cell : TS S e Ocur,
S eeecesnnecsseopan M T “‘, \»‘Q e ww mi ‘cular
. AN > o $ N H()()( "xl‘“"“?/ ! cys
Yeu> : AcHN R
; - bt ()H o NHS HQ%
» " 0,
\, = HOOC, /
= 288 AoHNZQﬁ *:3'-:
{ = 185 OH
T HOOH 1\d10
\ Exosome

Ac,ManNAz(MCRs) EVs — EtBr IR-800Strep ~ Merged A(HIQ ()H

B9 drFRETHIESME AR EAFTERERL RNA A, RIGHRIC S sl L BE SN P Bl RNA F77E(B)
T RIS SR A A MIB A FE THTBE S AL RNA(C)
Fig. 9  drFRET validation of glycoRNA on the exosome surface(A)™, validation of glycoRNA in exosomes by metabolic labeling

and click chemistry(B)"”), detection of glycoRNA on the exosome surface by periodate oxidation—oxime ligation (C)™*’

T %R o B SRR W] LR =D #7508 . S5 —, ALSFPRIC RG22 5% . Sharma 557 1)
AcsGalNAz i@ﬁﬂéﬂ*ﬁﬂ?%l ROERIBN, FERIC O-GleNAc &1 & N-ZEBE K Ui GalNAc 5, H ARG
R ;1M Ren 55 FH I AcaManNAz SRR ER IR G BN, AUbRiCMER TR LI0E . PiFh T
PRI RELEEAE, WTREbRIC TS RNA BN RDIZEE . 55, A B BT E A4 € 520 o Sharma
SELR 0 AN S B i e A TR B T S M (AR B R A RN A 47 B —— 75 57 S AN ik R IR il
BRI RN, WS EN . %7 RO TR B RE 15 28 1 SN AR , (HAS [ AR ER ) 43
FRAF RIEEERE NAEZE S Yadav 25 ASTORM B (% B2 LN AKLR 43 W B R eSS T 4b
WMARREPRICH 2 [BIA2 1 Ren 55/ drFRET i i 132 R 28 B AIHE 10 nm JE B N O BE 24588 1) bl
B 5 RNA B AN HERAS A W) AR R R o 3P I W ) A ] . AL SR X 5y RSP I

G, R PERGEIA CBRETENE”, FRETEOE “oFHEE" . $=, FEAREIRSNZE S
Sharma 557/ F 41 H 735 LI P 09 SMIBA, 1T Ren 55 J2 Yadav 5543 788 FH 98 200 e 28 S U B2 i R M 375
FEA B AN . Bl SR IR SN RRZE A, . b BEARAB AT 0% 2 RNA 2S00 W RE 5 1R 4 R JEAS



8 SR AR (http://www.fxesxb.com) 545 35

6], XATRERNAHERAL RNA FEFEUR AT I SR R o BbAh, LIt v B S IA 2r B 7 i R 0 |
FOFHEBH A0 . SR SRR )Xo FE T SE AN 1 731 1T B B0 52 AN RUAH ]
3.3 &EIFATIEH

W i PR 225 1 S P BR AR 1 FEBESE 3R (Siglecs ) J— 28 FHURIA T uBe A M AR T B0 B A2 1k, HCo31-2
1) B LS — AR R MR IR 4 S AL, REBHR RN R4 SRR IR AL SRE . H i AE 1 4
JLA Siglecs i G1HYFLAER , T K FR ST Siglees i ST LRI ANE 2 BERLAL RNA BBE BETT 73 &0 W
%, fE'5 Siglec—11. Siglec—5 553 R45 . XULHIMEELIL RNA W HENRE Siglec ELIAZ—. T34b, HEEAL
RNA ) RNA #RZ> EE DT RNA HLR

BEREAL RNA ABGENR GE RS0 RNA IR, 182 5 e M shsen) s, B, Auied e
KNP B, BEREAL RNA WT LA S A0 5 9 B A o) A LA L DA (g 2 SR A v 4 v P T 2
HZede . L ERANMI R A RNA SR HOBESRS , R IR RIAR M SO AR AL IS | RRR L S P B i
FRENIRIWIR T RE; AE, Z0 e BB SRR BNl FEBURX AT /E ], T RNAZR S UPE AR, $
RGP DIRE B SR T BB 2 . E— P WP, IS EEE T P B A 2 i ) e 1 R 0
Z: 5 90 R G A iR SiRaEhd AR, MR BE SRR SR & 5 e (I 10A) o

PERAL RNAJERES T A SR s o e IR A S s A LA A i 20 L W6 i G AT IR
M EERRIBLR > CAFRIUESE, RNA BB MRS e dhiR ™ . A= &N RNA 18
FALBME A E 2R R R T DEE . WFFURBL, BEREAL RNA BB BERE NS A RPH 1 S REER B
EF RNA BT, AT RE G il GBSO . 4 RERIXLEHEREIG , [FUR SR RNA 23S e R4E, 5l
KB BI SE SN (A& 10B) o X FRHAHEILAL RNA B8R SEMB AL o JER P i SE R 455 EEAR I, b
P RNA B 55 G W2 [E) ) 56 R 424 1R iEd ™

A B

Nelliasien Control neutrophils GlycoRNA ) }:“.

o a
4 Transendothelial migration \5/4 }/<)
s 5 8! ._‘:’._(/\i 0..,/\
> & P, — . ﬁ Apoptotic cells
g 183 Y/ SR . ISR -
¢ = - : = & { . Native glycoRNA
’ L & 4 & &) | (N-glycan-caged acp’|)

.
s De-N-glycosylated RNA
(exposed acp’U)

Plasma
Remove cell surface RNAs membrane

Adhesion or knockdown Sidt

Cytosol
@ Transendothelial migration
=) A
4
v Ly E
f Rk
. 1“ i P ,.

{F
Constitutive
endocytosis/

T

@@ Neutrophils= == Endothelial cells § GlycoRNAL PSGL~1 ; P-selectin

10 BEAEAL RNA IS4 A Py PR P PERLANNAZE (A) ) BEHEAL RNA A S S e DL (B)
Fig. 10 Regulation of neutrophil recruitment by glycoRNA binding to P-selectin(A)", glycoRNA-mediated immune

evasion mechanism(B)"™

aRZERIE, BEELAL RNA ANV RENS @ B B B RNA DLk S o i, B ol Ve —Fhf
MR T2 5 R P MM S EM IR VRS, PRI HAE % RG-S EAE AL
3.4 EMELERHBHIER

L A AR AL P B AE K R A(VEGF-A) 5 H 2k I N 7 A K IR 7248 (VEGFR) BN 45 &
U AR M S R T I (ERK) 25055 0 A8 200 2 v Y 6 B ) 43 i i D A T e
528 5WIER, a5 m R TR AT . BV 2GR EmER (HS) 7 A4 B3z e 2E 101
BEWEAERKRF(VEGEE 50K, (H40 38 h HoAth 61 AW 53 FAEZ B2 0O E AP Tl ae >~

PEREAL RNA 0] 8477 MRV TR S5 A um BE SE my SR i, R SR M RNA 255 8 A (csRBPs) JE AN
K, XLERNA-TE A E SRR HS 725204, ik 2 ib RNA ZbF VEGF {5 5 A i) 4546 A mi
(B 11) . WL, VEGF-A RIS CunfiF F45 G458, e 454 HS 5 RNAZF . 4



5 8 31 EWRES: BRI RNA IR 5D REDF IR R 9

VEGF-A,, 55 54L RNA 25 &5 1), H 5 VEGFR AL

- . e s v VEGE-A, @¢ - \TOA@g @VECE-A,,
G e SR FIRR AT T 0 ERK 55 00 o FE VT i) ® guunkQ, ¥
MR, YA T RNA BAZ B IR R AR B VEGF-A A R LA S
6 \ ‘
2 SN y s csRNPs
() RNA 55 RE B HI S5 0T, VEGFR BERR AL ACF T e
ERKEHNE, PR IE AL SIS I L S o
IS AR, LRSI, BEIEIE RNA £ 61 el ™
o) 4= 12 5 VEGF {55 kA, IS0 i AR vECT Tt | LB
inactive =
L (58] Proteoglycan
ﬁkﬂ*} . ° " R R . (for examplel,syllldff};ns or glypicans) :
DB S BE AT, BEEL RNA XS VEGE 55
E’\] ﬁ I_,EJ Uﬁ?; ’fﬁi% T #ﬁ:ll g& T#Jﬂl%iﬁ?’:& El‘] ﬁfiﬁ% Uﬁ _'ﬁm Gene expression changes and cell proliferation

o LI S T TR LI 3¢ (1s) bty 1911 ANB R INA IS VG-, 0
PRG0S A S ST R
FERBILAEHT. LRI E . HS HEH) N-GURR AL 6-0-5 . "

) Fig. 11 Schematic illustration of cell surface glycoRNA
TR AL A HEHEAK RNA Eé&]ﬂ@ﬂ%%ﬁ £f] %%%1’% TER fine—tuning angiogenic signaling through
SFF A SR, OB EBRE IO ULk AL . iR regulation of VEGF-A, activity ™

THEREE p i 7 AE M AU SRR 4 S R B B PR
u]_F G ERIERGEAY 2K, BT FRAR HS 551 6-0-FRBR I AKF o X — Bk 25 B s £ B2 ) 55 B 5k
RNA 7E4MIE A G 0K , SEOL AN R Y% o i RNA BB I Ag IR T HAT VEGF-A 16125
BIFREIE R, 7 VEGF-A s34 %, il BERE VEGFR2 K T iF ERK A5 Fid@ s . %8 HA
B P REAE il i 20 2 L B ) — AN SR B 52 . BIVFE VEGF 55 AR MRS LR A 2 B = 1Y
)b, A PR A R R g ki S B0 B A A T K. BB R PR R, T HUEEAL RNA-
HSHHEAEF G, 55 R ZERE HS 5510 6-0-BR R L /K FRIBEZEAL RNA BOBSASE P, mIRE I A 3 il Bl it J5
SR I A R B 5 S R S IV R T HE o
3.5 HEEFRPHEBEER
38.5.1 FEMmMEHRMMER  Shbkok Rk 5w O AR A 10 35 BUR R RE, Hdk R 51 N
T AR RIE S VIA R . MR RNA ZEiZ T e h ol RE L A . — 7, T “3.47 Frib, B
FLAL RNA 8IS 70 P9 VEGF-A el 5388, FEAERFINE TS L2 5ONEESE . Bkl AR 6 fh 250 ik
P PR T R ORI E Y Sy — 7, CAE G 2 M SR T ) BE R 2 A R 5 PN R 2

M R R AR A, A S AR EER RIS P B iR RS PRI 3. 3 1) B R4 s, %
Bt AL RN A JR 0] SR8 i) SRAZ A0 5 P R 00 265, ELBE AL RNA 15 90 58 40 3% 1 Siglec—5 214k
25 A s b — s — A EAE Y . aRALRITE 2 SRR A s C AR BIB0IE, $27RBE L4k RNA T RE
e IIEAMNFELE, 2 5B R BE T 1 S i e

Zi b, BRI RNA FEIN B RS Y 5 RIEIT Z [l 8 G AU a7 M, S HAE 45 M i &
WA AU M L AP B A 1) F TSRS
3.5.2 FEEETHER TEZTMERET, BEELIL RNA BOEEIG R4 RS, X b S (S 1A 7
AT R BIRE , T A SR & A . e pbiR ST T AR Al

EAVESE R QMG (AML) H, BERAL RNA BRSPS S5 T 8 I T4 M (LSCs ) K THT, 78 1 & 1L
T4 AL A0 M (HSPCs) FILFAEIE . George 25 F FHE [ Ho4h &8 AR E R 1 (NPM1) Y 50
Pk (mAb2) (i FRAE AL RNA BHYEZEME, AZhBEAR T s St R K TSRS AR, ELoR X IE
WA R, FORSE SN, BEREAL RNA BVE A AML S8 RY7 VB TERI S . SR, ANl
JEZFAI, FEILAL RNA () 50 RIUFAE 2555 . LRI A0, R T A0 ik 2 1 e S f RNA (1)
FEARTARE AR, SRR B RNA (O ThBE nT RE DA BRI SEAS IR & AR i R, fdrm b
SAC RNA TR SR 0 BHART T8, R NG RS I T4

4 BEHESRE
WAL RNA BB, 80 T WAL S R T3 A S SRR s, 878 T — 28 M T4

ST



10 TR AR (http://www.fxesxb.com) 545 3%

i . /MBS RNA 558 Jeb 5L 25 & TR EE oy 1. HATTEBBEEY2: 5 RNA A2 Bk
2, PRI E S VRO RE T AR . URIHRIC .tk ARIT IR BRI BS AT AR
RN R A , M TRR X 0 TR, s T AR, e S5haenw s
.

REPREE, ZOUSBGETES B, #H2IRAMERE N B ARE, X NARIRNT
F88H 15,

BEG, PR RN A RSN Z5 A RHE B AT P A AZ O o M TR 9T 35 BRI bR i C el fb 244
WG BN REAATE , (HXELLTE A F/KOF EIE I BN RNA JEH B ELE ) . Ak i S AT
B L ARGE ) acpU 37 .2 AR oAt N JE L AR O- RN S, LARIE /R RNA 2 T-RER B T 201
R STPERRE S B . IXSEAE R AN T PR AR L SRR N 4 A ELAE R R A A A . R
XK, FFRRENS IR RNA A RIRE A B0 8 R AR — s 4 ok F LI 7 5 0 e S DR A
ghty, BORH TR AR FLSE B S T /K P00 ] PR 0 — A B2 1 . esh, 5IN AN TR RESRE)
HRERELE TN 5 22 4 A BR T, A BT RTE R RER 2 RE P RUE A 5 A AT

HoK, el SRR AR ) B R AR 5 Vs I 5 A S P4 1) ST RE ) Sk . H A O BB AL RNA 1)
FEAE RN T — e R IR AR, H OST & S Al DTWD2 Z5RAE H b B 15 K 8EE ], (HRNA Y
T A A B AN BTN PO BT T AR TE A . — AN AR A O ik U . 22 LA 2 3 OB A PL
BTN ANFISE LS SR EE EEORAEII RNAJEY? 7SR E 1 RNA JFE 5B 25t e g
THBERAL R BT 7 ] B X B ) TR Ak S A | S YRR AR A T B, Al
CRISPR i it %5 € 28 5§ RNA 5 JJHAEZ 1) S48 1

W, FEDREEH, TR CTEEE, RN MIRERE Rk RN A 7E41 i 2 55 b i R Ve
B HiSC 248 R BE AL RNA W] S5 HEIR BT Z LA a0k %, g il 3k VEGF-A 165 7 1) YA 10
AR MeAh, FOBERETR /v A5 i ORI RN A A e 5 DY R 20 b P B3 I Siglec B2 AT
ity SERIEFE. R, XLEThREWFIT 2000 T Uk S0 M A 78 sk il 2% F 70 (401 RNase 4038, k2
PR E HESEAL RNA 4> TR RS RE T . ARRTREL SRR (TR A SR (KPS . Rty
TEMILLRNA AR, DS H S IME RS o & Bt g 2 [ R R R .

Ha, BREMIAL RNA B4 AR B2 B U AR TR R % U &k B bRz — . HAER
PEBE R A L% AN R s ek 4 . EFUIRE Bk i 3258 T L ZESMNIA o A0 B2 e TRAE I AR
WREZS R I, 494 R BB R AL RNA BV R TS R bR S s Ry T . R n) i
VEGF {5 S HdLH], T HibESAL RNA-BRER Z 0T 2 5l mT 68 O WURE B8 25 i 1 P55 o s Bk i 5 A
ISR RS . SR, 4RSI T R AE S T AR . DRI SR S AR B AR IS AT T s 52 SR A S AR
HEIMEZER ML, R, B T E SRR R SRR R R, IR e R
GG S SIRIT L, AEHESIZAURIG R IR B B RTE . BEEBESEIL RNA 2500 fidT . B &k
PUHIFNTHREMFFT AR, IX T8 0 A0 M 2 T A= P RS TR = 2 R T A o

M, BERAL RNAWFIT R — N TR HLE A AT 38 A0 fiftpk LA PRIR A 3T ik . A
2 RNA AW BO T A% 25 PHO TR EVME 575008 . BE A R AR B RpE 28 i A T REAIL
BZE A EIHH ,  BAT D0 20 A 2 1 A=y A A i ot R 4 R 4 O BRI N TG J2 UK

SE Lk

[1] He M, Zhou X, Wang X. Signal Transduct. Target Ther., 2024, 9(1): 194.

(2] LianGY, YuB.Sci. Sin. Chim. G&Ewi#k, fil&. PEFE. 2F), 2012, 42(12): 1746-1759.

[3] Flynn R A, Pedram K, Malaker S A, Batista P J, Smith B A H, Johnson A G, George B M, Majzoub K, Villalta P
W, Carette J E, Bertozzi C R. Cell, 2021, 184(12): 3109-3124.¢3122.

(4] Xie Y X, Chai PY, Till N A, Hemberger H, Lebedenko C G, Porat]J, Watkins C P, Caldwell R M, George B M,
Perr J, Bertozzi C R, Garcia B A, Flynn R A. Cell, 2024, 187(19): 5228-5237.e5212.

[5] Ma Y, Guo W, MouQ, Shao X, LyuM, Garcia V, Kong L, Lewis W, Ward C, YangZ, Pan X, YiSS, LuY.
Nat. Biotechnol., 2023, 42(4): 608-616.




5 8 31 EWRES: BRI RNA IR 5D REDF IR R 11

RenTJ, Zhang Y Z, Tong Y X, Zhang Q, Wang TH, Wang Y, Yang C G, XuZ R. Nat. Commun., 2025, 16(1):
3391.

Xie Y, LiuX, YiL, WangS, LinZ, Zhao C, ChenS, Robison F M, George BM, LebrillaCB, Flynn R A, Gar-
cia B A. Nat. Commun., 2025, 16(1): 7075.

Kasai H, Nakanishi K, Macfarlane R D, Torgerson D I, Ohashi Z, McCloskey ] A, Gross H J, Nishimura S. J. Am.
Chem. Soc., 1976, 98(16): 5044-5046.

LiuHP, LiXM, RenY, YangY]J, Chen YL, JuHX.J. Am. Chem. Soc., 2024, 146(12): 8780-8786.

LiJJ, YueS, GaoZY, HuWH, LuZL, XuGQ, WuZ, Zhang X M, Zhang G L, Qian F L., JiangJ H, Yang
S. Anal. Chem., 2023, 95(32): 11969-11977.

Pirillo A, Svecla M, Catapano A L, Holleboom A G, Norata G D. Cardiovasc. Res., 2021, 117(4): 1033-1045.
Montag N, Gousis P, Wittmann J. Immunol. Lett., 2025, 276: 107048.

Deng J B, Miao X Y, Wang X T, WenS Y, ZhouZ Y, LiSW, JiangJ H, Yang X D, Yang S. Anal. Methods,
2025, 17(5): 964-971.

Hazemi M E, Geeson M B, Miiller F M, Mikutis S, Enright A J, Bernardes G J L. JACS Au, 2025, 5 (5): 2309-
2320.

Takakura M, Ishiguro K, Akichika S, Miyauchi K, Suzuki T. Nat. Commun., 2019, 10(1): 5542.

LiuYS, MiaoYL, DouY, YangZH, Sun W, Zhou X, LiZ, Hideki N, Gao X D, Fujita M. Glycoconj. J., 2024,
41(6): 361-370.

Bauer D, Sarrett SM, Lewis ]S, Zeglis B M. Nat. Protoc., 2023, 18(6): 1659-1668.

Stairs S, Neves A A, Stockmann H, Wainman Y A, Ireland—Zecchini H, Brindle K M, Leeper F J. ChemBioChem,
2013, 14(9): 1063-1067.

Zhang N N, Tang W W, Torres L, Wang X J, AjajY, Zhu L, LuanY, ZhouHY, Wang Y D, ZhangD Y, Kurba-
tovV, KhanS A, Kumar P, Hidalgo A, WuD Q, LuJ. Cell, 2024, 187(4): 846-860.¢817.

Ge R, Jeppesen D K, Rai SK, Zhang Q, Higginbotham J N, Coffey R J, Flynn R A. bioRxiv, 2025: 680438.
Kageler L, PerrJ, Flynn R A. Cell Chem. Biol., 2024, 31 (6): 1132-1144.

Fredriksson S, Gullberg M, Jarvius J, Olsson C, Pietras K, Gustafsdéttir S M, Ostman A, Landegren U. Nai. Bio-
technol., 2002, 20(5): 473-477.

Wolfram—Schauerte M, Pozhydaieva N, Grawenhoff J, Welp L M, Silbern I, Wulf A, Billau F A, Glatter T, Urlaub
H, Jischke A, Hofer K. Nature, 2023, 620(7976): 1054-1062.

Lu R H, KrishnaJ, Alp Y, ThayumanavanS. J. Am. Chem. Soc., 2026, 148(1): 1259-1270.

Xue J, Chen F, Su L, Cao X W, Bai M, Zhao Y, Fan C H, Zhao Y X. Angew. Chem. Int. Ed., 2021, 60(7):
3428-3432.

Chen F, BaiM, Cao X W, Xue]J, ZhaoY, WuN, Wang L, Zhang D X, Zhao Y X. Nat. Commun., 2021, 12(1):
1965.

Chen F, XueJ, ZhangJ, Bai M, Yu X, Fan CH, Zhao Y X. J. Am. Chem. Soc., 2020, 142(6): 2889-2896.

Tian Y, Feng T T, ZhangJ, Meng Q R, Zhan W X, TangM, LiuCH, LiMY, Tao WH, ShuY X, Zhang Y,
Chen F, Takeda S, Zhu Q, LuX P, Zhu W G. Nature, 2025, 641(8063): 779-787.

Chen F, LiX Y, BaiM, Zhao Y X. Nat. Protoc., 2025, 20(1): 220-247.

Song Q Q, Tai X Q, RenQY, Ren A M. Acta Biochim. Biophys. Sin., 2025, 57(1): 108-118.

Yue H, ChenJ R, Chen X, Wang X L., Zhang Y T, Zhou N D. Sens. Actuators B Chem., 2021, 344: 130270.
FanSY, LiXY, LiuH, YeMY, HeY, Fu W H, Chen F, Zhao Y X. Angew. Chem. Int. Ed., 2025, 64(21):
€202425136.

Silvernail I, Morgan A N, Gordon K, Kerr A N, Borgognoni K, Atisa A M, Clark BS, Castaneda J F, Stanley R E,
LeBlane S J. BMC Methods, 2025, 2(1): 27.

Imani M, Mohajeri N, Rastegar M, Zarghami N. Anal. Biochem., 2021, 630: 114323.

Huang W W, Zhang Y, LiQ, Fang X R, Liu H L. J. Instrum. Anal. (3303, 5kE, 228, J72%m, XIPAR. 047
MHRRZEAR ), 2024, 43(1): 83-94.

Van Ede J M, Soic D, Pabst M. Mass Spectrom. Rev., 2026, 45(2): 282-333.

Zhao Y J, Zoul, NiuZY, Luo X, LiXT.J. Instrum. Anal. GRNER, 4RS%, B350, BT, ZEWEEE. /0 brinikss
i), 2021, 40(9): 1396-1408.

Dong X, Huang Y, Cho B G, ZhongJ, Gautam S, Peng W, Williamson S D, Banazadeh A, Torres—Ulloa K'Y, Me-
chref Y. Electrophoresis, 2018, 39(24): 3063-3081.

Ruhaak L R, Deelder A M, Wuhrer M. Anal. Bioanal. Chem., 2009, 394(1): 163-174.

Wohlgemuth J, Karas M, Eichhorn T, Hendriks R, Andrecht S. Anal. Biochem., 2009, 395(2): 178-188.

He K, Baniasad M, Kwon H, Caval T, Xu G, Lebrilla C, Hommes D W, Bertozzi C. J. Hematol. Oncol., 2024,
17(1): 12

Gori A, Lodigiani G, Colombarolli S G, Bergamaschi G, Vitali A. ChemMedChem, 2023, 18(17): ¢202300236.



12 SR AR (http://www.fxesxb.com) 545 3%

[43] Perr]J, Langen A, Almahayni K, Nestola G, Chai P, Lebedenko C G, Volk RF, Detrés D, Caldwell R M, Spieker-
mann M, Hemberger H, Bisaria N, Aiba T, Sanchez-Rivera FJ, Tzelepis K, Calo E, Mockl L., Zaro B W, Flynn
R A. Cell, 2025, 188(7): 1878-1895.¢1825.

[44] Arya S B, Collie SP, Parent C A. Trends Cell Biol., 2024, 34(2): 90-108.

[45] Kalluri R, LeBleu V S. Science, 2020, 367(6478): eaau6977.

[46] Zhang A A, WuY, ShenHY, JinJX, LiT, LiuLE, DingLH, Wu J.J. Instrum. Anal. (BElEls, S, ik
F, &R, B, R, T, RIE. i), 2025, 44(3): 562-570.

[47] Sharma$S, Jiao X, YangJ, Kwan K'Y, Kiledjian M. Nat. Cell Biol., 2025, 27(6): 983-991.

[48] Yadav A, Sharma A, Gavande PV, Nandy A, Moulick M, Clemmer D E, Sen C K, Ghatak S. J. Am. Chem. Soc.,
2026, 148(2): 2739-2748.

[49] Bornhofft KF, Goldammer T, Rebl A, Galuska S P. Dew. Comp. Immunol., 2018, 86: 219-231.

[50] Geoghegan E M, Pastrana D V, Schowalter R M, Ray U, Gao W, Ho M, Pauly G T, Sigano D M, Kaynor C,
Cahir-McFarland E, Combaluzier B, Grimm J, Buck C B. Cell Rep., 2017, 21(5): 1169-1179.

[51] PinhoSS, MacAuley M S, Liubli H. J. ImmunoTherapy Cancer, 2025, 13(6): ¢012391.

[52] Alexopoulou L, Holt A C, Medzhitov R, Flavell R A. Nature, 2001, 413(6857): 732-738.

[53] Yoneyama M, Kikuchi M, Natsukawa T, Shinobu N, Imaizumi T, Miyagishi M, Taira K, Akira S, Fujita T. Nat. Im-
munol., 2004, 5(7): 730-737.

[54] LiY, JinHE, LiQL, ShiLR, Mao YT, Zhao L Q. Mol. Cancer, 2024, 23(1): 130.

[55] Graziano V R, Porat J, Ah Kioon M D, Mejdrova I, Matz A J, Lebedenko C G, Chai P, Pluvinage J] V, Ricci—
Azevedo R, Harrison A G, Wright SS, Wang X, Strine M S, Wang P, Wilson M R, Vanaja S K, Zhou B, Barrat F
J, Carell T, Flynn R A, Rathinam V A. Nature, 2025, 645(8081): 784-792.

[56] Augustin H G, Koh G Y. Cell, 2024, 187(18): 4833-4858.

[57] LeeC, KimMJ, KumarA, Lee HW, Yang Y, Kim Y. Signal Transduct. Target Ther., 2025, 10(1): 170.

[58] Chai P, Kheiri S, Kuo A, ShahJ, Kageler L, Ge R, Perr]J, Porat], Lebedenko C G, Dias J M L, Yankova E,
Rai S K, Watkins C P, Hristov P, Tzelepis K, HlaT, Raman R, Calo E, EskoJ D, Flynn R A. Nature, 2026, 651
(8106): 808-818.

[59] GuoZY, Zhang W, Shu X L, XuH, Zhou K Q, Gao HX, GuoB L, Fan L H, Yang X H. Cardiovasc. Res., 2026:
cvag078.

[60] George BM, Eleftheriou M, Yankova E, PerrJ, Chai P, Nestola G, Almahayni K, Evans S, Damaskou A, Hem-

berger H, Lebedenko C G, Rak J, Yu Q, Bapcum E, Russell J, BagriJ, Volk R F, Spiekermann M, Stone R M,
Giotopoulos G, Huntly B J P, BaxterJ, Camargo I, LiuJ, Zaro BW, Vassiliou GS, Mockl L, dela RosaJ, Flynn
R A, Tzelepis K. Nat. Biotechnol., 2026, 44(3): 430-443.

(whEREE. T %)



