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gation site during aggregation periods from late
November 2012 until March 2013 (Fig. 2a), a period
of at least 149 d (1 November to 30 March) and in
agreement with the nominal tag life length. These
individuals were 22 to 25.5 cm total length, both
male and female (see Table S2 in Supplement 2).
Notably, 4 fish (tag IDs 3, 5, 6, 7) were detected at the
aggregation site in all 6 mo during the full moon
period (Fig. 2a), 2 others (fish 1 and 8) were present
in 4 mo and a final fish (fish 4) was present in 2 mo.
The last tagged fish (fish 2) was detected on receiver
E inconsistently for 1.5 mo and appeared to be re-
siding near the aggregation site, but after mid-

December 2012, that tag was never detected again
(shortly after Typhoon Bopha passed over Palau on
6-7 December). The tag might have been lying on
the bottom, likely after a predation event, and was
later moved from the area during the storm. No mat-
ter the reason, this inconsistent data was removed
from further analyses.

The telemetry data was useful for identifying the
locations that individuals used in a given full moon
period. Fish were detected by 10 of the 19 receivers
(Fig. 1a). From late November 2012 to March 2013
(ignoring the data during the tagging period in early
November), over 99% of the detections were within

Fig. 2. Presence and absence of telemetered Lutjanus fulvus at VEMCO acoustic receivers from November 2012 to March 2013.

(a) Time of acoustic detections for each fish at different receivers (A-H). Gray bars indicate the time of the full moon until 4 d

after. The color of the receiver matches receiver locations in Fig. 1a. (b) Proportion of hourly snapper detections on each acoustic

receiver for each fish. The size of the circle is scaled by the proportion of detections by individual. (c) Proportion of all snapper

detections on each acoustic receiver. Fish 2 was not included in (b) or (c). Colors in (b) and (c) correspond to snapper tag ID.

Sample size (n) is the number of detections at each receiver. See Fig. S4 in Supplement 3 for detection timing and frequency for
snappers that were only detected in early November 2012
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Table 2. Local time and date of detections of Lutjanus fulvus on receivers G or H and the previous and next detection time and location.

The time of the highest tide of the day is included in parentheses under date. A possible interpretation of the fish's behavior is included,

given our current knowledge of fish spawning behavior and this aggregation. () represents when a fish was not detected again during
that full moon period

Fish Date Detection Previous Next detection Possible

tag (time of high tide) time detection time time (receiver) interpretation

ID (receiver G or H) (receiver)

5 29 Nov 2012 (19:23) 18:43 (H) 18:03 (B) 30 Nov 06:30 (D) Spawning movement

5 30 Nov 2012 (19:56) 18:36 (G) 17:58 (B) 21:50 (C) Spawning movement

5 29 Dec 2012 (19:42) 18:46 (G) 18:11 (E) 30 Dec 07:01 (D)  Spawning movement

5 31 Dec 2012 (20:54) 19:04 (G) 17:54 (C) - Spawning movement and/or exiting channel
6 30 Dec 2012 (20:18) 21:00 (Q) 16:51 (D) 31 Dec 08:16 (D) Spawning movement

7 30 Dec 2012 (20:18) 20:50 (Q) 18:02 (B) 20:51 (Q) Spawning then loitering near receiver

7 30 Dec 2012 (20:18) 20:51 (Q) 20:50 (Q) 21:01 (E) Moving back to aggregation site

7 29 Jan 2013 (20:43) 21:04 (Q) 15:30 (B) 21:12 (H) Loitering near receiver

7 29 Jan 2013 (20:43) 21:12 (H) 21:04 (Q) 22:00 (B) Spawning movement

7 30 Jan 2013 (21:21) 21:20 (Q) 16:59 (C) - Spawning movement and/or exiting channel

the aggregations site (Fig. 2). For hourly modal de-
tections, 5 (fish 1, 3, 4, 5, and 6) of the 8 fish were most
frequently detected on receiver D (>50 % of the time;
Fig. 2b). The remaining 2 fish (fish 7 and 8) had detec-
tions more equally spread out between receivers B, C,
and D (ranging from 20 to 40 %; Fig. 2b). At the site,
49% of all the detections were on receiver D, 25 % on
C, 23% on B, and 2% on A (Fig. 2c). There were very
few detections on receivers G (n = 8) and H (n = 5),
which were located close together on the northwest
edge of the channel wall, with H being deeper at 24 m
(Fig. 1a). Overall, the majority of detections from all
fish were located in the middle of the 5 receivers at
the aggregation site. Comparatively, the 12 fish that
were only detected in early November had more vari-
able behavior, staying at the aggregation site longer
than the full moon period or were detected on more
distant receivers, but still, 93 % of the detections were
within the aggregation site (see Fig. S4 in Supplement
3 and Section S2 in Supplement 1 for more details).
Three fish were detected 10 times on receivers G
and H (Fig. 2a) near the channel mouth, from late
November to January between sunset and midnight
(Table 2). We discuss each of the 3 fishes movements
separately in Section S3 in Supplement 1. In sum-
mary, these fish were detected by receivers G and H
near the time of the evening high tide and were
always detected back at the aggregation site after
high tide, either later that night or at sunrise. These
fish were detected at the channel mouth at a similar
time from 18:30 to 21:30 h (Table 2). Additionally, fish
5 (male) and fish 7 (female) were both detected at
receivers G and H on 2 successive nights within
one aggregation period, suggesting fish might make
multiple spawning migrations to the channel mouth.

The acoustic telemetry data was useful for examin-
ing how long individuals make use of the aggregation
site in a given full moon period. The movements of
those snappers that displayed consistent site usage
(fish 1, 3, 5, 6, 7, and 8; Table 1), appearing at the
aggregation site only around the full moon when the
aggregation normally occurs, were analyzed and we
considered their behavior characteristic of the major-
ity of individuals forming the spawning aggregation.
These tagged snappers arrived 1 or 2 d after the
full moon and departed 2 to 3 d after the full moon
(Table 1). The fish arrived between the hours of 01:00
and 09:00 h (one outlier at 14:00 h), most often be-
tween 02:00 and 06:00 h, and on the incoming tide
(low tide at ~02:00 h, high tide at ~08:00 h). They de-
parted between 09:00 and 18:00 h, most often be-
tween 14:00 and 18:00 h (Table 1), again on the
incoming tide (low tide ~15:00 h, high tide ~21:00 h).
These fish were only detected at the aggregation site
1, 2, and 3 d after the full moon. The time period from
the first to last detection for individuals ranged from
6 h to 2.5 d, averaging 1.48 + 0.42 d (Table 1). Inter-
estingly, although the receivers spanned a distance of
only 207 m, not all fish were detected on all 5 re-
ceivers at the aggregation site during a given aggre-
gation period. Individual fish remained near a subset
of the receivers (Figs. 2 & S4 in Supplement 3). The
first and last detection of each fish during an aggre-
gation period was rarely from the outer receivers
(A or E); 96 % of the time they were first detected on
receiversBtoD (B:n=11;C:n=5D:n=9;E:n=1),
and 85% of the time the last detection was on
receiver CorD (B:n=2;C:n=10;D:n=12; E:n=2).

The majority of the detections at the aggregation
site were during the day, beginning around sunrise
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Fig. 3. Kernel density distribution of acoustic detections by
hour for Lutjanus fulvus detected across more than 2 mo at
the aggregation site from late November 2012 to March
2013. Detections are grouped by the number of days after
the full moon. The 95 % confidence interval is shown around
each kernel density estimate. Sample size (n) represents the
number of fish detected on that day. The average time be-
tween sunrise and sunset is shaded gray (19:00 to 06:00 h).
The time of sunrise and sunset varied by only 20 min
between December and March

and ending around sunset. When fish were detected
at the aggregation site during the night, it was
mainly after midnight and on average, for less than
2 h (Table 1). Fish 7 was detected the most times at
night (5.40 + 2.41 h; Table 1). The distribution of
detections was not significantly different on different
days, whether it was 1, 2, or 3 d after the full moon
(LMM t-statistic = -0.714, p = 0.48; Fig. 3). There was
a bimodal distribution of detections peaking between
07:00 to 09:00 h and 14:00 to 16:00 h (Fig. 3). In gen-
eral, fish that were only present after the initial
tagging in early November also left the aggregation
site between sunset and sunrise (Fig. S4 in Supple-
ment 3). This largely agrees with visual observations
from the time-lapse cameras.

Aggregation presence from time-lapse photos

During March 2011 and 2012, the presence or ab-
sence of L. fulvus aggregations was determined
using a series of time-lapse cameras deployed during
the full moon in the aggregation area (Fig. 1b). Visi-
bility in the channel was tidally dependent (~25 and
20 m during high and low tide), with lowest visibility
occurring on the outgoing tide when lagoon waters

flowed out of the channel (Fig. S5 in Supplement 3).
During the daytime, at all camera locations, the L.
fulvus aggregation movements were very dynamic
and seemingly random, moving back and forth from
shallow to deep and east to west. The orientation of
the cameras (1 and 2 oriented up-wall, 3 and 4 ori-
ented down-wall) could also potentially influence the
detection of fish.

Overall, the number of L. fulvus increased as the
full moon approached, was greatest the day after the
full moon, and then decreased until the cameras
were recovered (Fig. 4). Differences were seen in
the presence of fish at different cameras, and are
described for the 4 cameras (1 to 4) from east to west.
For Camera 1, located furthest east and facing west,
aggregating fish were present for a short period of
time starting the day of the full moon in 2011 (Fig. 4a).
Otherwise they were near-continuously present until
2 or 3 d after the full moon during daylight hours in
both years (Fig. 4). Fish aggregations were almost
always present at Camera 1 at dawn and almost
always absent at dusk. Aggregations at this location
were often shallower than the depth of the camera
and occasionally out of view.

Camera 2 faced east, and aggregations were visi-
ble for a short time on the day before the full moon,
and present near-continuously during daylight hours
from the morning of the full moon until ~4 d after.
Aggregations were the largest and most consistent
at this location. Aggregations were often, but not
always, absent during the last images at sunset of
each day.

Camera 3 faced east, and aggregations were only
present on 2 evenings in 2011 and most often after
dawn and before dusk in 2012. A single fish, poten-
tially the same individual, was periodically present
throughout the entire 10 d deployment in 2012.

In 2012, Camera 4 (not present in 2011) was located
furthest west, faced west, and had an unexpected
battery failure midway through the study period.
There were aggregations of fish photographed on the
day of the full moon and the entire day after the full
moon.

The time-lapse photos provided information on fish
diel movements via presence-absence and body
directional orientation. Overall, there were fewer
fishes of all species present at dawn and dusk, but
the status of the L. fulvus aggregation was often dif-
ficult to determine, as camera images were often too
dark to discern occurrence. However, there were
consistent patterns seen between cameras (Fig. 4).
On most evenings, the images before dusk indicated
the fish were absent before photos became too dark
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Fig. 4. Presence and absence of Lutjanus fulvus in time-lapse photos during March (a) 2011 and (b) 2012. Black points: the

presence of a snapper aggregation; orange points: the presence of 1 fish. The beginning and end of the time-lapse photos on

each camera are shown by the green and red points. Camera 4 unexpectedly turned off on 9 March 2012. Blue circles indicate

the absence of an aggregation in the first or last photo of each day when an aggregation was recently present. The depth of
each camera and date of the full moon is shown. Gray bars represent the period between sunset and sunrise

at sunset, and frequently, the swimming schools
were oriented to the west a few meters deeper than
the camera, noticeably deeper than their daytime
distributions. On some mornings, the images at dawn
indicated that groups of L. fulvus were absent. In
general, fish numbers in the aggregation increased
throughout the morning with the fish appearing to be
arriving from the west. This movement pattern was
especially apparent at Camera 3, where fish appeared
to be only transiting through this area moving west-
ward at sunset and eastward at sunrise.

Aggregation distribution and channel flow
characteristics

The REMUS was used on 4 d during the aggrega-
tion period on the outgoing tide to measure fish den-
sity and water properties. Physical measurements of

water properties showed changes at different stages
of the outgoing tide, but with overall low variability
in temperature, salinity, and density (see Fig. S5 in
Supplement 3 for comparison between REMUS mis-
sion time and tide). In general, the missions that
started sooner after high tide (with current outgoing)
had waters that were cooler (28.4°C), saltier (33.7 ppt)
and denser (1021.3 kg m™), an indication of oceanic
water characteristics brought in on the previous ris-
ing tide (Fig. S5 in Supplement 3). During missions
that started later as the tide went out, waters were
more lagoon-like, being slightly warmer (28.6°C),
less salty (33.6 ppt), and less dense (1021.2 kg m™).
To investigate the seasonal increase in temperature
during summer months, a thermograph was deployed
at the aggregation site at 15 m from January to May
2012. This showed similar measurements of 28 to
29°C from January to April, increasing to 29.5°C in
May. During the summer in July 2010 (which was a
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warmer than normal summer when coral bleaching
occurred), the temperature range was 29.5 to 30.5°C.

We investigated the vertical, temporal, and spatial
distribution of fish using the REMUS echosounder.
The average target strength of single targets was
—-48.18 £ 5.68 dB at 217 kHz. It should be noted that a
small calibration offset may be present, likely <2 dB
(see Section S1 in Supplement 1). For the 4 profile
depths (5, 9, 12/13, 18 m), the mean and standard
deviation in fish density averaged over all survey
days was the highest for mid-depths (9 and 13 m;
Fig. 5) where fish density was significantly different
(p < 0.05, multiple comparison test after Kruskal-
Wallis test) between all depths except 9 and 13 m.
The west and east ends of the survey had a low mean
and standard deviation in fish density (1 + 1 fish m™2),
indicating that since very few fish were present the
limits of the aggregation had been reached. Fish den-
sity was higher and the aggregation spanned a wider
horizontal range (up to 125 m distance) at intermedi-
ate depths (9 and 12/13 m, on average 2 * 2 fish m™2
and up to 11 + 14 fish m™2) compared to 5 and 18 m
depths (Fig. 5). In general, the peak densities of fish
on each day were between Cameras 2 and 3 (Fig. S6
in Supplement 3). The densities of fish were sig-
nificantly different between all days (i.e. 9 and 21
March, 8 and 21 March, 8 and 9 March, 8 and 10
March, and 10 and 21 March) that were surveyed
(p < 0.05, multiple comparison test after Kruskal-
Wallis test) except for 9 and 10 March (Fig. S6). Spa-
tially, the highest density of fish at each depth was
found near the channel wall (Fig. S7 in Supplement
3) with the overall ‘near wall' highest mean densities

a Mean

Depth (m)

Fish density (fish m2)

. 134.468 134.469
134.466 ’

Longitude 0

Depth (m)

and standard deviations again between 9 and 12/13
m between Cameras 1 and 3 (Fig. S7).

When calculating the abundances of fish for each
survey day in relation to the full moon, the minimum,
average, and maximum abundances ranged from
635 to 3459, 3409 to 4576, and 5232 to 7911 individu-
als, respectively (Fig. S8 in Supplement 3). The mini-
mum, average, and maximum values were calculated
by kriging on a 5 m (horizontal) and 1 m (vertical) grid
ranging from 3 to 20 m. Using these abundance esti-
mates from all days, the average residence time of in-
dividuals (1.5 d), and total duration of the aggregation
(6 d), we estimated that an average of 15146 (min.
7046, max. 26 588) fish aggregated in West Channel
during each full moon period during our surveys.

Fish densities were compared with current velocity
at different distances from the channel wall (Fig. 6) to
understand these relationships at this site. At high
tide, current velocities were nearly 0 while at low
tide, current velocities ranged from 0 at the channel
wall to ~0.5 m s7! at 140 m from the channel wall
(Fig. 6a). Therefore, at low tide, water still flowed out
of West Channel because it is the only open conduit
for transporting water between this region of the
lagoon and barrier reef (the reef top is dry hence can-
not transport water). On the incoming and outgoing
tide, average current velocities from the channel wall
to 140 m out from the wall ranged from ~0.05 to 1.1
and ~0.05 to 0.8 m s7!, respectively. Fish were gener-
ally <30 m from the channel wall, with the majority of
fish found between 0 and 15 m distance from the wall
(Fig. 6b). At 15 m from the channel wall, currents
were on average <0.25 m s~! while at 30 m from the
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Fig. 5. Lutjanus fulvus density at various depths along the channel wall relative to 3D bathymetry. The (a) mean and (b) stan-

dard deviation in fish m~2 for all REMUS missions at each depth. In 2012, transects were run at 5, 9,and 13 m depth. In 2011,

transects were run at 5, 12, and 18 m. Transects at 12 and 13 m were grouped together. Yellow arrows represent locations of
time-lapse cameras
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Fig. 6. Current velocity during different tidal phases, and total number of Lutjanus fulvus detected as a function of distance
from the channel wall from all REMUS surveys. (a) Mean and standard deviation in current velocities during high, low, outgo-
ing, and incoming tide from 0 to 150 m from the horizontal acoustic Doppler current profiler (HADCP) location on the channel
wall. See Fig. S3 in Supplement 3 for tide phase identification. (b) Sum of the maximum number of fish detected at different
distances from the channel wall for all REMUS surveysat5m (n=4),9m (n=3), 12/13 m (n =4), and 18 m (n = 1); the number
of sampling days at each depth is in parenthesis. All REMUS surveys occurred on the outgoing tide. Maximum fish density
(fish m~%) within 5 m? grid cells was determined for each survey on each sampling day (see Fig. S8 in Supplement 3). The den-
sities of fish were grouped into distance bins from the channel wall to 50 m away from the wall in 5 m increments. The total
number of fish across all surveys was then summed as a function of distance from the channel wall

wall, they were on average <0.6 m s~! on the incom-
ing and <0.4 m s~! on the outgoing tide.

Because the HADCP was not located within the
aggregation site, we compared its current velocities
with those measured by the REMUS ADCP during
the same tide phase (outgoing tide) and distance
from the wall (~40 m; see Fig. S9 in Supplement 3).
The mean current velocity during all REMUS mis-
sions was 0.53 m s™! while that for the HADCP was
0.52 m s7! (Fig. S9), providing confidence the REMUS
and HADCP currents are comparable. There are,
however, bathymetric differences between the aggre-
gation site and the HADCP location that may locally
influence flow. The HADCP was located to the west
of a small indent (roughly 50 m) in the channel wall
while the aggregation site is located east of an abrupt
change in bathymetry where a shallow plateau
(~40 m depth; Fig. 5) interrupts current flow along
the channel wall (Figs. S9 & 1b).

Surface flow along the channel wall is likely af-
fected by changes in bathymetry within West Chan-
nel. The time-lapse camera placed on an above-water
pole on the south side of the channel (Fig. 1b) pro-

vided evidence of an eddy-like oceanographic feature
that persisted from the time of deployment at 10:20 h
until it dissipated as low tide approached at 14:55 h
(see Fig. S10a,b in Supplement 3). At this location,
there is an abrupt change in bathymetry along the
channel wall that likely creates this feature, but only
on the outgoing tide, which agrees with visual obser-
vations made at the aggregation site on the outgoing
tide. We further mapped the flow near the aggre-
gation site using drogues and uranine dye, which
showed the surface waters flowed towards the middle
of the channel and outwards towards the channel
mouth (see Figs. S10 & S11, Table S3 in Supplement 3
and Section S4 in Supplement 1).

DISCUSSION

Understanding species—habitat interactions is
fundamental to understanding life-history strategies
and protecting important habitat. Using a variety of
instruments, we provide a description of Lutjanus ful-
vus movements within and across aggregation peri-
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ods, in relation to the physical habitat and oceano-
graphy of West Channel. This aggregation was first
discovered in 2007, has continued to form to the pres-
ent (2017) and likely has a year-around presence
(Sadovy de Mitcheson & Colin 2012, P. Colin unpubl.
data). Around the time of the full moon each month,
L. fulvus form a pre-spawning aggregation on the
northern reef wall of a tidal channel, with extremely
high site fidelity (within 10s of m). The aggregation
has the highest densities from 9 to 13 m, spans 125 m
within an indent in the channel wall, and is <15 m
from the wall where current velocities are low. While
spawning was never directly observed, movement
patterns suggested L. fulvus migrate to a projection
outside of the channel mouth to spawn after sunset
on the outgoing tide and later return to the aggrega-
tion site. Understanding a species’ movements and
habitat utilization aids in creating adequate pro-
tected areas, which should include their aggregation
site, migration corridors, and spawning area.

Fish presence and potential reproduction timing

The timing (seasonal, lunar, diel) of spawning by
fishes is an important component of reproductive suc-
cess and may aid in entraining slightly buoyant eggs
and larvae into water masses that increase their
chance of survival in the pelagic realm (Donahue et
al. 2015). We examined the presence of individual
fish and aggregations across many temporal scales
(months, days, hours) in relation to their surrounding
habitat. It was known that L. fulvus aggregated
within West Channel each month to spawn (Sadovy
de Mitcheson & Colin 2012, P. Colin unpubl. data),
but our study showed some individuals visited this
aggregation site each full moon for at least 6 consecu-
tive months. Based on the evidence of a year-round
aggregation, it is likely some individual fish migrate
to the aggregation site every month of the year. In
Palau, there is no distinct seasonal cycle in productiv-
ity; rather, it is continuous and of low amplitude.
Therefore, it is unlikely that there would be a feeding
advantage to restricting spawning to the time of a
seasonal bloom (match-mismatch hypothesis; Cush-
ing 1990). Day length is also relatively consistent in
Palau (~12 h), changing by less than 1 h between the
winter and summer solstice (Colin 2012). Thus, the
limited variability in annual water temperature and
light in Palau makes for suitable spawning conditions
year-round. Spawning each month could be an opti-
mal strategy to maximize larval survival and enhance
recruitment success (Lambert & Ware 1984).

L. fulvus aggregated each month during the time of
the full moon from 1 d before to 4 d after, a total of 6 d
(Figs. 3 & 4). During the full moon, tidal amplitudes
and currents are greatest, and the full moon provides
significant nocturnal light to a shallow reef environ-
ment, allowing fish to see quite well. In tidal chan-
nels of the Indo-west Pacific, many fish spawn after
high tide when currents are moving towards the
open ocean (Bell & Colin 1986, Colin 2012).

During full moon aggregation periods, time-lapse
photos and acoustic telemetry data provided useful
indications of L. fulvus diel movements. Our data sug-
gest fish leave the aggregation site around sunset, mi-
grate to the channel mouth, presumably spawn, and
return by sunrise. Time-lapse photos revealed that
fewer fish were present at dawn and dusk, and fre-
quently showed groups swimming westward at dusk
towards the channel mouth and eastward at dawn
towards the aggregation site. Tagged fish were fre-
quently detected during daytime at the aggregation
site but detections decreased at night. Three fish were
detected multiple times near the channel mouth after
sunset near high tide. These fish were all detected at
the channel mouth within the same time period, sug-
gesting many other individuals were likely present.
Other snappers with known spawning behavior (Sa-
kaue et al. 2016) that do not aggregate in channels
make daily migrations from ‘resting areas' to spawn at
promontories. Thus, if L. fulvus does migrate from in-
side the channel to spawn at its mouth, it differs from
other snappers that are not associated with channels,
but may be similar in having a migration from aggre-
gation to spawning site. It is unclear what the fish are
doing for the remainder of the night after migrating to
the channel mouth, as we only have a few detections
during this time. Snappers are typically nocturnally
active fishes; therefore, it is possible they disperse
after an early evening spawning to feed.

Spawning at night might be beneficial by limiting
the effectiveness of visual predators. For some day-
spawning species, piscivore and egg predators con-
verge on the spawning sites to take advantage of
these temporary but predictable sources of food
(Nemeth 2012). Over our study period, early evening
also coincides with highest outgoing flows from West
Channel, helping to rapidly disperse eggs away from
potential predators.

Aggregation distribution and abundance

Active and passive acoustics and time-lapse photos
were a means of assessing the temporal, vertical, and
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spatial distribution of fish. They are a complementary
and effective way to study a species that is very shy
and not easy for divers/snorkelers to visually survey
via standard methods. Acoustic data collected by the
REMUS, surveying ~400 m of the channel wall, indi-
cated the aggregation length was only about 125 m.
Vertically, fish densities were highest at 9 to 13 m
(compared to 5 and 18 m depth), and fish were close
to the channel wall at all depths. Few fish were pres-
ent beyond 25 m from the reef wall. Since the chan-
nel wall is sloping, at shallower depths, fish that were
~20 m from the channel wall may still be fairly close
to the sloping bottom.

The area between Cameras 2 and 3, near receiver
D, had the most consistent population of fish present
during the full moon period (Fig. 4). This area also
had the highest proportion of acoustic detections and
peak densities in fish (see Fig. S6 in Supplement 3).
These patterns of occurrence were highly consistent,
given that the telemetry data was from November
2012 to March 2013, the time-lapse cameras were
deployed for 1 or 2 wk, and REMUS missions spanned
hours in March 2011 and 2012 (see Table S1 in
Supplement 2). This extremely high site fidelity (10s
of m) between years suggests conditions are ecologi-
cally stable and favorable over time, and perhaps
provide daytime refuge similar to resting areas used
by Lutjanus bohar and Symphorichthys spilurus (Sa-
kaue et al. 2016) and courtship arenas documented
for other snappers where males and females begin to
interact before spawning occurs (Heyman et al. 2005,
Kadison et al. 2006, Nemeth 2012).

Although this aggregation of L. fulvus has been
known since 2007, no quantitative surveys of fish
numbers have been made. At best, qualitative esti-
mates of 10000 to 20 000 fish in the aggregation were
reported (Sadovy de Mitcheson & Colin 2012) based
on rough values of fish density within the aggregation
extrapolated over the estimated aggregation area.
Fish abundance from the present acoustic surveys
varied by day, and by summing the interpolated mean
abundance across the survey area, it was estimated
that 3500 to 4000 fish were present on the day of the
full moon and 1 d after, and slightly higher 2 d after
(4500). Given the high mobility of the aggregation, as
seen in time-lapse photos, moving frequently from
shallow to deep and east to west, it is possible the
acoustic surveys underestimated the total number of
fish present at the site. When the REMUS ran consec-
utive survey lines alternating between depths, it was
not uncommon to have transects at the same depth
with variable density estimates, ranging from no fish
to 14 fish m~2 at the same location. Therefore, it is pos-

sible the aggregation abundance is between our esti-
mates (approx. 4000 fish d~!) and visual surveys
(20000) (Sadovy de Mitcheson & Colin 2012). It is also
possible that the total number of fish that visit the
aggregation site varies month-to-month, as we found
all tagged fish did not return each month. Accounting
for the residence time of individual fish (1.5 d) and to-
tal duration of the aggregation (6 d), we estimated
~15000 fish aggregated in West Channel each full
moon during our study. In comparison, the typical
abundance of L. fulvus outside of the spawning period
is normally only a handful of fish (Sadovy de Mitche-
son & Colin 2012). Such high peaks in fish density (i.e.
‘hot moments') can have cascading effects on food
web dynamics, nutrient cycling, and energy transfer
through feeding and defecation by spawners, and pre-
dation on spawners and their eggs (Archer et al. 2015).

A limited number of bioacoustic studies have
measured the abundance of spawning aggregations
from surface vessels. In these studies, the results
have been variable, with some producing radical
overestimates (Ehrhardt & Deleveaux 2007), while
others did not discriminate between species (John-
ston et al. 2006). Egerton et al. (2017) produced one
of the first reasonable acoustic studies of population
size of a Nassau grouper Epinephelus striatus spawn-
ing aggregation, including visual surveys for valida-
tion. Our study is the first to use an AUV for such
measurements, and we confirmed the composition
of the fish community with visual observations and
photographs. An AUV is likely less disruptive than
a boat-based survey because it is relatively quiet,
small, and transits quickly through the aggregation
area. The AUV was also useful because the aggrega-
tion site was in a very difficult area to survey, occur-
ring within a small area reaching into shallow water
and on a steep reef slope, which could prove difficult
and hazardous for boat surveys.

Importance of the physical habitat to fish in
West Channel

The extreme rarity of spawning aggregations and
their high site fidelity suggests fish are attracted to
specific features that are limited in availability (Colin
2012). For instance, hydrographic conditions may pro-
mote the transport of spawned eggs into new habitats,
or allow for larval retention in suitable areas (Johannes
1978, Hamner & Largier 2012). We studied flow within
West Channel by measuring current velocities, and
releasing surface drifters and uranine dye. We found
current velocities ranged from near 0 to 1.5 m s~! from
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the wall to the middle of the channel, respectively
(Fig. 6). However, the interaction between bathymetry
and current flow may alter flow speeds, which sug-
gests currents measured on the HADCP may not be
fully representative of conditions at the aggregation
site. Visual observations revealed an eddy-like feature
at aggregation site (similar to Fig. S10a,b in Supple-
ment 3). Our attempt to study flow within this feature
using drifters and dye provided limited information
besides flow within the eddy-like feature could be
counterclockwise (Fig. S12 in Supplement 3). Dye re-
leased upstream from the feature in Expt 1 (Fig. S1la
in Supplement 3) did not enter the eddy and dye re-
leased within the feature in Expt 2 (Fig. S11b) was
immediately swept towards middle of channel. These
results and visual observations suggest the feature is
likely an upwelling that results from flow on the outgo-
ing tide hitting a shallow, abrupt change in bathy-
metry. Fish are perceptive of their environment, and
we speculate that this topographic change or current
anomaly may be something the fish can sense (Derby &
Sorensen 2008). We hypothesize that this feature could
provide shelter (similar to Sakaue et al. 2016), or that it
may not have any physical or biological benefits but
rather acts as a signal to aggregate at this location.

To arrive at an aggregation site, fish often use pre-
dictable migration routes, such as shelf edges, drop-
offs or channels. For example, some resident and
transient aggregating species have known migration
pathways between spawning and home/feeding sites
(Colin 1996, Mazeroll & Montgomery 1998, Whaylen
et al. 2004, Hutchinson & Rhodes 2010). Interestingly,
there were very few detections on outer aggregation
site receivers A and E, indicating fish were not trav-
eling at shallow depths along the wall. Fish 5 and 7
were each detected for the last time in a spawning
period at receiver G (Table 2), suggesting some fish
may exit through the channel mouth. Telemetered
fish arrived at the aggregation site between 02:00
and 06:00 h, and were last detected at the aggrega-
tion site between 14:00 and 18:00 h (Table 1), both
during incoming tides. We hypothesize that fish are
not swimming with the tide, but rather are swimming
at deeper depths along the channel wall following
the 30 m depth contour or deeper. In this case, fish
arriving at the aggregation site would be out of the
detection range of receiver A due to the change in
slope of the channel wall, whereas the 30 m contour
is well within range of receivers B and E (Fig. 1b).
Regardless of the entrance or exit corridor, the fish
move precisely, arriving and departing within the
detection range of receivers B to D and Camera 2
without being detected on receivers A or E.

Many reef fish spawn at the mouth and inner
reaches of reef channels, on top of or on the outer slope
of a reef shelf edge (Nemeth 2009). Those with aggre-
gations may occur along reef sections with or without
prominent seaward projections or promontories (Colin
2012). We hypothesize L. fulvus moved to the channel
mouth to spawn where there is a seaward projection
on the north side of the channel beyond receivers G
and H (Fig. 1). The southern side of the channel mouth
lacks a similar structure, which may explain why the
aggregation forms only on the north side.

Understanding FSAs and implications for
effective management

Our study has expanded our understanding of
snapper spawning aggregation characteristics across
many spatio-temporal scales, and in general, our
hypotheses and findings are in agreement with past
observations. Previously, snappers have been consid-
ered a transient aggregating species that are widely
dispersed, solitary individuals, with spawning sites
that could be many 10s of km away from their home
ranges in the non-reproductive period, and with 2
or more short spawning periods per year (Nemeth
2012). New studies in the western Pacific suggest
that most spawning adults do not travel far during
non-reproductive periods, given the high temporal
frequency (monthly) of aggregations and their com-
mon occurrence on most reefs. Given the timing and
frequency of the L. fulvus aggregation (lunar phased,
but with year-round spawning), they appear to have
elements of both transient and resident, similar to
L. bohar (Sakaue et al. 2016).

Considering that L. fulvus are not present at their
spawning or aggregation site for about 85 % of each
lunar month, future studies should investigate their
home range outside of the spawning period, and
work to quantify their distribution and abundance at
the proposed spawning site. This information is vital
for protecting a fish throughout its entire range. Mar-
ine Protected Areas should ideally include the entire
catchment area (migration routes, courtship arena,
and spawning grounds) to most effectively manage a
species (Sadovy de Mitcheson & Erisman 2012). The
health of a FSA is an indicator of population health
(Gascoigne 2002), where any decrease in abundance
would have negative consequence for reproductive
output. Overall, studying the dynamics of FSA sites
across many spatio-temporal scales provides neces-
sary information for understanding the health and
ensuring the long-term sustainability of a species.
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