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One behavioral cycle at a virtual odor boundary

Wind remained the external direction cue; software switched odor with virtual position.

( ) 4 ) ( )
1 BRIEF CONTACT 2 EXIT 3 OUTSIDE 4 RETURN
The fly enters A counter-turn It travels through A directed turn
the fictive odor | carries it across ’ clean air with no " | Dbrings it back to
corridor. one edge. odor signal. the same edge.
odor on odor ends wind still available odor resumes

- J A\ J - J

---------------------------------------------------------------------------------
BEHAVIOR SUPPORTS A REMEMBERED RETURN DIRECTION 1
* it does not reveal a full map or where the memory is stored

Original diagram - The Clean Paper - CC BY 4.0

Jbnwhulynn thnpah dte dwtén juné dntnid Ep yhpunniwg hninughtt dhewtgp, nninu
quihu, wiglnid hnmwgniply onny b ninnywdé yhpwnwnd jumwpnid: Ywppp wewlignid b
hhpywo ytipunwnpah ninnnipjuin, pujg sh puguhwjmnid” wyn mbtntuwmynipiniin npnbkn
E wwhynid:

The Clean Paper CC BY 4.0

<hdtwjwt nminnuhwjmg dhowigph thnpéh dbey 40 Gmtaé pwquihgu dwnmby th
hnunnwjht gnwnh, hwwunwna Jnpeyb] nnipu quni hwdwnp, W ytpunupat] Gny
tanpht: «Ninnuhwwg»-p hnnuéh wiywbnidt £ O-wumhéwt tpypwgswthnipiul
hwdwn. dhowbgph Gpnun wnwbgpp gniqguhtin Fp pudni hwjunwl ninnnipjwubn:
2w sh lpwbwlynid, np uvwppp Jubghwéd kp ninnuahg:

Qtnhbwlatph wyu wuwmlbkpp Yngnid G edge tracking” uwhudw@h htinlinid: Bout-p
tnynt vwhdwtth hwnnidbtnh dholt Ukl wmtninhwwm npywq k. tkpuh bout-n mbinid
E Unimphg dhbyle Gip, hull npuh bout-p” Giphg thtsl Gubddh yepwnwnanp: 755 Gtpuh
bout-tipnid wygp theohlpn mub £ 4.9 Jupywut: Ytpununabtnh duwdwbtwly vwhdiwihg
UhohQt htinwynpnipinitp tntg £ 10.4 dhjhutwmp: 793 bout-tinhg 4%-hg wwwut t



tpnghwmnipinil

wudpnnonipjudp waghk] thtylk dhowtgph hwjunwly tqnpn:

Wju ytipeht tpynt pytipn Gyupwgnpnid th bout-tin, ny hwpnipwynnp wbjuwh Gwbatn:
Swipptpnipiniin juplnnp E, npnghtmmle Uty jhtinuth Yupnn £ pugdwphy bout-tin
wmuy:

Jtpwnwnpatutpp wupquuwbiu $hpudud pudnih
hwljunwl ntdjtipu sEht

Uh pwtith thnpatp unnighl) G0 wybih wwung wuwnminipniabbtnn:

Ulhgpnid htmwgnumnnttpn thnphuty G4 uwyt, htyy mtinh En nitttnid dhowbgph Gpluwytpny,
tpp Gwtép puynid tp pudni hwjunwl: <nwmp yhpnniw) wnpnipht dnntiwihu
Qunnn Ip nidtnubw), dtw; hwunmwmni jud pnywbw): £ninp tpbp ntwptpnid
awbatpn Gdwd ninhtbtn o unbnok): Wyuwyhuny «wpnibwlyhn ghw] wyhntn, npntn
hnntt nidtnutnid b» wwupg Juintp wju vwuppuwynpdwd Uty edge tracking-n gh
pugwwmpniy:

<twmn Gpwtp dhowtgph Ynnuyhtt Yupnily bGgpp nupapty; G Gaussian wpndhy,
npntin Yntghmpughwt thnpuynid kp wumh@wbwpwp: Xwbatpn hwdwpyty Gt wyt
Unnwdwunid, npntin Ynbghttmpughwt wdbbwwnpwag tp thnhuynid, ny Yahmpnbnid,
npntin hnint wdthwnidtnh kp: <Gmbiwpwin jupbnp hnipnidp Ynnuyht thnthnhunipiniaa
n, npp wpynitwytm vwhdwb Ep Gpnid, ny thowbgph tpyuwytpny wnpjniph ninnnipjudp
wwpwnwnhn wan:

Uw ¢h pwbwlnid, nnp Unbgbhtmpughwh gpunhtiwmbbtpn pbnipjut dbe tpptp
Junplnp (GG: Q2w Gpubwynid E, np thnpaupyyud yuydwddbnnid wju yupph hwdwp
wnpjniph ninnnipjudp wap ywpwwnhp gkn:

tmwgnunnbtnpn twle thnhutp G dhowbgph Unnutnpnpnidp: Wnwtdaht hudpbn
htmlity &G 0, 45 W 90 wumhéwth dheowlhgpttinht, huy dtly wy unidp hwtnhwh E
Udhowtigph, npn Giptinhg htitnn §nnp kp « gunnid»: fodptnh sjuhbnpn hwdwwywmwuhppwttwpwn
tnt) Gt 40, 21, 20 b 24 Gwba: 9npuh ninhbtpp thnhudly B Gpypwywthnipjut hbwn:

«Uhpw 2poyhn pwdnitt hwiwnwly» pinhwtnip Jubntp ;h jupnn pwguwnply wyn
Gunitnipniin:

Wu vwppwynpdw@ vk hninp tpynit ptinhlybtnht hwub) E dnn tpyne dhihuynpyyut
wmwnpbpnipjudp: Gpiynnd oywmnghttnhl wjymhywgnidpn pwudni htwm gnigqulygtn
Jupnn kp Jybpwpumwnpt] edge-tracking-h tdwt wwwmlbtn: Ouypumngtitmhljwb
ogumwgnnpoénid t nyuh Gumdwdp qguynilt uwhwnmwlnigbn” pwmpywuéd pehetitinh
wlwnhynipjniin thnhutijnt hwdwn: Wuwmtn wpynitipn hnipnid £, np hnwnh dwpawy
dudwitdwd mwpptpnipiniin wju yupph hwdwnp wwpumwnhp ¢p: Q2w Gpyynnd
hwdbtdwwmnipiniin sh nupdbnid wouplinp wquwm pupdynn Yhinwbhbtnh hwdwp
wy] 2hptpnid:



tpnghwmnipinil

Jdtlumnpp pupwmbtghg thnpp E

Jhlywmnpp ninnnipinid k' suthh htmm thwuh@: YQyuntin ogmwjwn ywhynn dtonipjniin
hhdtwlwinid ninnnipnitd tp. np Ynnd wtwp E opogh Gwbép” 2hph uvwhdwihi
hwutbnt hwdwnp: Nrunidbwuhpnipiniip wywgnyg sh gquby, np Gwbtépn wwhnid kp

wudpnne 2hph nwuwynpnipjud jud npu Gtpunid ubthwwb nhpph i;nhy pupntq:

Qtnhbwlbtpn uygpnid wphbunmwlwd ninhdtp G untnok]” hpwjywh Gubdatph
cunddwt punuinnhyatnp ppwntbny: Lpnuwtp wumwhwlwinpth yipgnk) G nhwndwo
nbpwgph tnupnipinibadtn W opedwd walpynitttp ni thwgnpt) npwbtp: Wu uhbptumhly
«pwynnubtnh» dh dwup h ytpen Ypyhtt hwpywok) £ hninuyhtt uwhdwthb, puyg wybih
htinni F pwthwnt] L wytih phy ninhn Gwbwwwphitp ogumwgnnob], pwt hpulwh
awbatpn: ULnyhhuly Qwubdbtph unynpuju@™ pwudnil hwljunwl 2peytint dhwmnivnp
wybjugtin ¢h dipwpuownpty yupt, ninnyusd Yipunwpattpp: Quyhuny hpujwb
Jwnppn wybh wn ninnnipjuld wmbtntiuwnynipnid tfp wupnitwlnid, put tnyh
undnidtbnh wuwwmwhwlwb ytpuhiuninidn:

<twnn htmwgnunnitpn Junnigh) G tpynt nkdhdnyg Unnt] hinwGw) vwhdwiihg
L Jipununiw] vwhdwtha: Wu ntdhdttpn whunwlybtn fhtt hninh Gtpunid
Juwd npunid jnipwpwlignip ywhh hwdwnp: Ypwbp wyptmpubipuwhtt nEyujupdwt
JQuintbtp Eht, npntip unnn tht pupddwt ntpwgpnid thnhuyty:

Uwhdwth jnipwpwiynip hwwmnidp dnnbtjht hhpbint ninnnipjnit Ep mwihu: Giph
wwhht wyt pupduglnid kpn hbnwbtwnt dwdwbwl ogumwugnpdynn ninnnipjniin:
Uninmph wwhh@ wnwtaht yhpunwndh ninnnipiniiin” pun knipjud «bpp vwhdwbn
gqunw, wu Unnd rh wpdynid»: <twmwquw ytpunwunpah dwudwbwly wyn hhpywo
ninnnipiniin uhunyugywo Gwtéh pundnidp Ynnubwlwnid kbn ntuh Gqpn:

<tmwgnunnitnp Unnbtjp hwpdwnptgpty Gt 0, 45 . 90 wumhwth dhewbgpltnh
ninhtphtt: Wdthnthhy; hwdtdwwmnipjut dby 72 hpuwwud awtd W 75 uhunijughw
myb) Gl tdwt ninni Jh@wwgpnipinit: Gnp dnimph wwhhd unynpwd yipunupdh
ninnnipjniiin hbtnwgyt] E, pninp dhowbgpwhtt Ynnutnpnpnidbtpnid htwmlnidp
wwlwu wnnnibwybtnm k nupab);: Uw weowljgnid ' Unimph ninnnipjut hhpnnnipjuh
ogumwlwnnipjwuin, puyg sh mywgnigniy, np Gwldh nintinp puwnwghnpt wyhiwmbtgbnid
E dnnbjh hwjywuwnnidtbtpn:

bh°0s F ipumbwulnid «hhynnnipinita» wyu hnnpyuoénid

<tmwgnunnitnpn Gwtéh nintnhg ninnuihnptt 60 Jupnwugb] wwhywo
uywup: «linnnipjut hhpnnnipjnitp» tqpuwugnipnit £, npht wewlgnid
0 Junpnp, Unnbipn b wuwnpnuwjhtt ;jwthnidatpn: Unnbkp gnyg E wmwihu, np
Uh pwlh thnthnhuynn ninnnipynitbtn Yupnn G Jbpupumwunpty jupbnp
ninnt Jh@wlwgpnipiniin: Qdw sh wwywgnignid, np Gwubén pwnwghnpth
hpwjwlwgnid ' hwjuwuwpnidotpn jwd np GGpntbtph dby wadutdwod
hunidpn wwhbumwynpdwtt yuypt k:



tpnghwmnipinil

Cwljwnwl Ynnutnpnpdwdp 45-wwunmhwl hwnywodh jpwugnighy thnpdp htwmwgqu
Junpp wmbnuihnhub; £ 10 Gmbatph dnn® 29 Unnbjuyht uhUnipughwibtnh htwn
dhwuh@i: Uw ninnnipjul puguwmpnipiniin nunpatnid £ htmwunwnd abwltpwynidhg
wybph yndypbm” wytniwdtiwyihy ddwiny dnnbjuwyhtt dthawpwbnipinii:

MNinnnipjut hnnid L ptpwghl] tyuwwmwly

<twnn niunidwuhpnipiniin suthb) b phwbgupb Eawmteh jhmpnaujuid hwmiwjhpnid
twyhgughwhtt dfwubwlygnn nintnujht pnewtinid, wymhynipjnionp:

GpynL mgqnuinpui” mupptp gnpdtipny

EPG L FC2-n Jttwmnntwwd hwdwihph tpynyt Ggpnbughtt wnwynijjughwatnh
whnihtbtn Gb: EPG wmhynipiniin gnponid E ynnibwgnygh nhptpgdud whu
htmlbnid k, pbt Gwbén myju; wwhhtt pwdnt Gundwdp np ninnnipjudp E
twynid: FC2 wliwmhynipiniin juwyywo E wyh ninnnipjut htwm, npny Gwubén
thnpanid E pwupdyb): Umnpht ntuwdwunpdwd onpwld jupnn b hudbdwnmbg
nbtpwghl heading-p wyn Gywwmwyh htin: Miunidbwuhpnipiniin vmnignid E
tpynt wnwnijwghwibkpb b, puyg ¢h gnyg wwihu, np npuiighg dtyn dhwytwy
wwhnid E wdpnne hhpnnnipjnianp:

EPG thjpnaatpp Ynnid G heading wgnwtpwt. Gpubg wijmhynipjul yuwmytpn
htmlinid £ wpumwphtt hnipdwt tuumdwdp @wbéh ninnnipjuin: Ywighnidught
wwwnytpnidny Gyupnuhtt wymhynipjuld wininnuyh owwmhlwlwd nhpbngdwudp,
htmwgnunnotnpn gty Gb, np edge tracking-h dwdwbwly EPG wljmhynipjwd thninp
htinlLt] E pudni Gumdwdp heading-hti: Yyu ytpnionipiniipn ogmwugnpodty £E9 Gutdh
16 thnpa:

EPG Upnhttnp atptint hwiwp htmugnunntbnp ghtinhynptt uinhwtb) Gt nhutg
wnumwhwjnti GtACR1 Jwbhw; nyuny wliwmhywugynn wbhntwhl wihp: ®npah
nbpwgpnid LED-n punpniiiwl dhwgywéd k tntp” wimhywgibiny wyn wihpp W abphiny
ntmnpywo Ghpnbbtpn: Gnyt NLuwynnpnipiniin ghtbmhyuwbt ytpwhuyhy Gwtatnh
Jwnpp ¢h Jawuty:

Wu alny EPG Ghpnbbtpn atphbihu 12 thnpawpupuluwd dwbdabn wdth phy wpnynitwybwm
ninnyuo ybpunupdabdtp Gt juwmwnk), pud 6 ghttmhiujwb yepnwhulhy 6wmbtabnn:
Uwhiwwthwl tgpujugnipinitd wyt £, np EPG wijmhynipjudp wmnpynn heading
hnnivp whpwdtowm Ep thnpdwunyuwo wuwydwtbtpnid wpnnitwytnm edge tracking-
h hwdwn: Uw wwwgnyg ¢&, np EPG Ggpnbttnp dhwytwl wwhnid Fht uvwhdwbh

ninnnipjniin:

FC2 uabtjpntatpp w) hwpwptpnipnit th gnyg wmybp: Gpwbhg wnwnijwughnt
wlwmhynipinitp juwywéd kp ptpwghly twyhgqughnt twwwmwyh htw W thnpdh
oneonidttinhg wnwe ninnyuwoé kn ntwh 2hreh uvwhdwtin: Aunmiytpdw hwdiwn ogmugnpdyby



THE CLEAN PAPER thnnghwmnipnia

E 6 awbq, huly inigdwl hwibdwwmnipinidbtpnid” jupawod ybinnidnipiniiihg 9-hg 14
Gwbawing hudptin: Lntignidp yhwulg k edge tracking-np:

Five evidence layers, five different claims

The cards converge; they are not a directly observed neural chain.

Y —
BEHAVIOR CONTROLS MODEL EPG FC2
Directed returns Geometry + replay Changing directions Heading reference Activity consistent
after odor contact challenge simple reproduce key required for with the current
ended reflex stories patterns effective returns goal
observed paths bounded tests explanatory fit necessity test goal-related signal
-

L i
: SUPPORTED: COMPACT DIRECTIONAL MEMORY IN THIS CONTROLLED ASSAY

1 . .

i * not shown: a full map, a universal strategy or the cellular storage site
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owinpn” 8 Awla, ninhttnh Juhwtwybtpp wwhwbeonid Gh wntywgd 10 wpynibwytn
Uniwmp, hul gnyqg Unnbjuyhtt yuhwtwltnn ogmwugnnénid G 21 uhinyyugywéd ninh,
nnpniip tnytwbu pwjwpwnpnid G wyn dnimph pbhdp: Upwbtp dty pnhwbnip nip
Gutibwiing tdnip sLh:

WYtih wtlwuint 2hpt ogmwlwnp kp, puyg
ntn Jhpmniwyg

Qtmwgnunnitnp twl replay G wnty Gwhihtinid gpuwagywsd, wytih wtjutnt phpe:
00 mwpwénipyuld L duwdwbwlyh dbe hhtig wbgqud dwuwpwmwpwynnl) th, nnpybugh
wlpwgywo Gubatnp pujuljut hwéwht hwinhwytt nhwt: 12 Gumitahg 10-p hwulty
L0 wnpnipnhg 50 yhpmniw) dhjhutwmph vwhdwbbtpnid:

Uw mwun Gwba gk, npnp pug onnid gty Gt hpwwh wnpnip: Uw pwuutht tdwut
2hreh ytnwhulynn replay-h thpunid wpnynibwytmnipinia k:

Snipwpwiliynip nhtwdhly 2hph wmtuwyh hwdwnp dnnbtp umbtndt; £ 2,000 ninh:
Uwuwpnwpwynpywd phph hwdbtdwwmnipiniop wn 2,000-hg ytpnidt B 1,850-p°
wnryniLwybtm dnimp wwhwbetint L winpniph@t suthwqubtg dnn ujuwd ninhtbtnp
pugwnbinig htwmn: <ppnnnipnidt wybh pwwm b oqlp wnpniph dnw, npwntn
hwonpnwjw i hwtinhwynidttpn wwhwywbinid Eht hwdwhni iy ninnuijut junnigywédp,
W wybkih phy” wytjh dbppll” mnippniktwm ppowlinid:

Yju npuwynpnidp wprynitph dwub E: Undywlim ninnnipiniin Junpnn t oqbly
dhuwyl wytt dwdwbwl, Gpp wphuwphp pwdwlw@ hwdwhnity E dnid, npuybtugh
twhunnn hwinhwnidp htgnn ogmwjwun pwt wuh hwenpnh dwuhb:



tpnghwmnipinil

by sh gniyyg mwjhu niunidtwuhnnipiniiun

;0 ¢h gnyyg mwjhu, np Gwban junnignid Fwdpnnowjul mwupwowljud pupnbqg:
0 gh gnyg mwjhu wquwm pnhyp shnthnpujwd phwljud 2hpenid:

30 gh hwumwwmnid, np hnnny ninnnpnynn wdpnne twyhqughwt ogmwugnnénid
EF wju nwgiwywnnipjniin:

b ¢h gnyg wmwihu, np EPG Jwd FC2 ubpnbttpn hhpnnnipjut pwgwnhly
Phahjujul wwhttumwynpdwd Juynb to:

b ¢h nupatnid hwpduptigyué dnnbip Gwbéh pwnwgh Jhtuwpwbwwa
w)gnphpeu:

;0 gh pinhwtpugynid ninnujhnnpbt dywpnyutg twyhqughuyh ypw:

Niunidtwuhpnipinitl wdtbwnidbnd F wjbtmbn, npntn wdtbwyntyptimb k: dwly
onwlwjh Jwnwywpnidp htnmwgnunnobpht G gphn hwuwtbihnipnit B wmyby
jnipupwliyinip hnmmuwyht hwinhwdwt Gumdwdp: Gpipwywthnipjwub thnthnhunipinibtbnp,
replay-n, Unnbtjuynnnidp, Jujghnidught wuwwmtipnidp b jntignidp htitmn unnigh) &b

Uty pwguwmpnipjul mwupptp dwubpnn: fuwyg Juppuwyht, wuwwnijtpdwit b jntgdwh
Unhnpmtbpp wnwtiaht tha, Guniptbpnh suthtpn Gwhiwwtiu Fht npnpyty, myjuyotnh
hwdwpnidh n1 yipnionipiniin wunwhwjwtwugywo Jud Ynyp ¢£ht, b wdpugywd
Gwbatnh 10%-hg wwlwun pugwunyty E hwpdwnybiny, wpawgwiph jud htmbdwh
hinhpttnh wwwméwnny:

Yju uwhdwbwhwlnidttpn Gpunypn &b obonid: 2pwtp vwhdwbnid G wyt:

Yuwnd wdthnihnid

Jhpumniw) hnnnwjhtt dhowtgpny pwyinn wipugywd wmnuéwtatnn hninp pnnbtinig

httmn puguihgu yhpunwpaty G uvwhdwht: Unbgbtmpughwih W thewtigph tpnypwywthnipjuh
thnthnhunipjnibttinn, hwpdwnbgywé witgnidwht dnntip, yupnujhtt wuwwnyjtpnidp

I owwmngbbtnhly ntgnidp wowlgnid th wyl puwgwwmpnipjuin, pun nph Gwban
wupnnowjut pupnbtgh thnpupwuptt ogmuwgnnéniyd E hhpywo Yndwywjn ninnnipinia:

EPG Ubpnhttnp wydty th wbhpwdbtpm heading hnnid, hull FC2 wlywmhynipiniipn
hwdwwwmwupiwtt] Enbpwghl tyunwluihtt ninnnipjuin: Upnynitpn uvwhdwtwthwliyud
E ytpwhulynn puwjtint thnpany. wyt h dnybwubwugtnid hhpnnnipjut peeuyhtt
wwhbunwynpdwtt Juypp W sh gnyg wmwihu Gnyt hwydwuplin wquum ptwlwb
Pnhypniy:
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WUnwtg sjuhwuqutgnipjut

bty F gnyg mwihu hnnywoép. dwl onuiny wdpwgywd thnpédh vty Gwbdtpn
ninnyuo ybpunupdabtp G juwmwnb ntuyh yhpmniw] hnnmwjhtt uwhdwbattpn, npntp
wjjlu ¢Fhtt ggnid: Pwquiwphy Juppuwyhtt ybpwhuynidttpn, dnnbjuynpnidp W
upnuyht dhowdwmnipjniubtpn wewlignid Gt yaiymnpuyhtt nwmguwjwnnipjuin:

bhist F Ghpwunpynid. Np Junppn ognwugnpdénid Endywljm ninnnipjut hhpnnnipinit,
I np FC2 wnwnijjughntt wimhynipiniip dtpuywugnid E ppwghy twyhqughn
twwnmuwly: <hpnnnipjud wwupnibwlnipinith ninnuhnpkt sh jupnugytbg:

bty sh gniyg mwjhu. UWdpnnowjul dnmwynnp pupwntg, hwipinhwinip hnmnwjht
nwqUuywnpnipinil, wmquwn pnhgph wpynitdwybmnipnid phwwt phenid, hhpnnnipjwubh
Uty wwhtumwynpdwd Juyn jud dwupnlujhtt wbwng:

<httwjut vwhdwiwihwlnidatpp. UG mtuwly L ytpuwhuljynn vwppwynnnid,
mwnptn thnpabtpnid mwnpptn Qwtdwht ynhnpmttp W yappniowjut dhwynpttp,
wininnuyh Ywighniduwht wgnubipwbbtp, withpwdtpmnipjut thnpdtp, npntp
puyjwpwnnipinil ;G0 wmywugnignid, b ptwjuthtt tdwt phpe, npnp replay £ wpyb) no
dwupnmwpwynnyti:

Npput Jumwhnipnii Wwtmp F mattw unynpujutt paptpgnnp. Awnan
Jumwhnipnih, np ninnuo ybpunwnah Gplinypen hpuwt Ewju uvwuppwynpdw b dke
I np Yhwmpnbwlwt hwdwihph heading- . goal-uwywéd wmhynipiniin junplunp k:
Uhohtli junwhnipinid dnnbih Gjumdwdp’ npytu jndiyuljn pugunpnipnii: Swon
Junmwhnipinit guijugwd windwh Gumdwdp, npp Gnyt aunyd wyt mbEnuthnhunid
E pug on Jud wiywnid wipnnowjut pupnbq:

Unpnipbtp

Siliciano et al., A vector-based strategy for olfactory navigation in Drosophila, Nature (2026)
https://doi.org/10.1038/s41586-026-10827-7

Siliciano et al., data archive for A vector-based strategy for olfactory navigation in Drosophila
https://doi.org/10.5281/zenodo.20751812

Ruta Laboratory, Edge-Tracking-Model
https://github.com/rutalaboratory/Edge-Tracking-Model
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