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INTRODUCTION

The interactions between predators and prey are a
ubiquitous influence on the structure of ecological
communities (Borer et al. 2006, Estes et al. 2011). In

addition to influencing prey through direct con -
sumption, predators can also induce behavioral and
 morphological responses in prey by creating a ‘land-
scape of fear’ (Laundré et al. 2001). These  non-
consumptive effects (NCEs) of predators include
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ilar ecological functions. We tested for NCEs on grazing and movement behaviors of 2 species of
sea urchins that have the potential to affect coral−algal interactions on Caribbean coral reefs: the
small-bodied reef urchin Echinometra viridis and the larger, longer-spined sea urchin Diadema
antillarum. We found that cues from a generalist predator, the Caribbean spiny lobster Panulirus
argus, strongly suppressed grazing by D. antillarum but not E. viridis. Conversely, cues from sim-
ulated predation, created by crushing conspecific urchins, caused reduced grazing by E. viridis
but not D. antillarum. In field tests for NCEs on movement behavior, E. viridis consistently moved
away from lobsters on coral colonies of a variety of structural complexity levels, but movement
rates were reduced in response to lobster cues only when on highly rugose corals. D. antillarum
movement was not affected by the presence of lobsters. The contrasting responses exhibited by
these 2 urchins suggest that prey respond in unexpected ways to changes in predators and habitat
complexity. Different foraging strategies and the degree to which each species recognizes this
predator as a potential threat appear to be the primary influences observed here. Understanding
the non-consumptive effects of predators on invertebrate reef herbivores is vital because of their
important roles as bioeroders and grazers on Caribbean coral reefs.
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changes in the morphology, feeding rates, movement
behavior, and reproductive success of prey (Lima &
Dill 1990, Lima 1998, Tollrian & Harvell 1999). When
prey in turn alter feeding rates or their spatial distri-
butions, the effect on basal resources is known as a
trait-mediated indirect interaction (TMII) (Werner &
Peacor 2003). TMIIs are thus a mechanism underly-
ing trophic cascades (Schmitz et al. 2004, Preisser et
al. 2005), with implications for habitat structural com-
plexity (Haggerty et al. 2018), primary production
(Griffin et al. 2011), and even the stability of ecologi-
cal communities at the landscape scale (Watson &
Estes 2011).

Although TMIIs have received much of the atten-
tion of researchers testing for fear effects, defensive
strategies adopted by prey can be important deter-
minants of fitness for individual organisms. For in -
 stance, hiding to avoid predation can reduce forag-
ing and thereby lower growth and fecundity of prey
(Lima & Dill 1990, Orrock et al. 2013). Similarly,
prey can lower their likelihood of mortality through
in duced morphological changes (Robinson et al.
2014), but these require allocating energy away
from growth (Nakaoka 2000). Non-consumptive
effects on prey demographic rates and foraging
activity can be comparable to lethal predatory
effects (Grabowski 2004), so an understanding of
the likelihood of NCEs is vital to predict prey popu-
lation dynamics and ecological function (Peckarsky
et al. 2008).

Control of macroalgal cover by herbivores is an
important structuring process on coral reefs (Ogden
et al. 1973, Hughes 1994, Mumby et al. 2006). There
is increasing evidence that within the Caribbean,
large herbivorous fish are no longer able to control
macroalgae and prevent or reverse the transition
from coral to algal domination (Burkepile et al. 2013,
Loh et al. 2015, Suchley et al. 2016). Therefore, other
groups of herbivores, and urchins in particular, play
the role of grazers on many reefs. For instance, the
long-spined sea urchin Dia dema antillarum can con-
trol macroalgae at sufficient scales to enhance
recruitment of reef-building corals (Myhre & Ace -
vedo Gutierrez 2007), but recovery from a disease-
induced population collapse has been slow (Lessios
2016). Similarly, the reef urchin Echinometra viridis,
which is found in the western Caribbean, can regu-
late algal cover (Sangil & Guzman 2016) and prevent
shifts from coral to algal dominance (Aronson et al.
2004, Kuempel & Altieri 2017).

Several observations suggest that NCEs involving
urchins could affect grazing rates on coral reefs.
McClanahan (1999) observed that E. viridis on Be -

lizean reefs are highly restricted to crevices and
limit their movement and feeding activity in
response to predation risk. D. antillarum also alter
their foraging patterns, both spatially and tempo-
rally, to reduce predation risk (Carpenter 1984). On
temperate rocky reefs, urchins do not reduce graz-
ing when exposed to cues from a predatory crab,
potentially due to rapid dissipation of cues in tur-
bulent flow (Harding & Scheibling 2015). Con-
versely, a different species of temperate urchin
responds strongly to risk cues from a predatory sea
star (Manzur & Navarrete 2011). In both cases, cue
detection by urchins is on the scale of tens of cen-
timeters, which would limit the spatial extent of
trait-mediated trophic cascades, particularly if pred-
ators are found at low densities. Coral structural
complexity contributes to the densities of E. viridis
(Dunn et al. 2017), but it is unclear whether habitat
complexity also mediates the strength of NCEs for
this or other tropical urchin species.

Given that Caribbean coral reefs have generally
been overfished (Stallings 2009, Valdivia et al.
2017), NCEs induced by the remaining predators
may play an increasingly important role (relative to
density-mediated interactions) for herbivores. This
could alter the ability of herbivores to mediate
coral−algal dynamics on Caribbean reefs. To con-
tribute to our understanding of NCEs on coral reefs,
we conducted experiments to understand how prey
feeding and movement are altered by exposure to
predatory risk cues. These experiments also allowed
us to resolve the spatial scale at which fear effects
operate in nature and determine how habitat com-
plexity affects prey responses to predator risk cues.
Our focal species were sympatric Caribbean sea
urchins that differ in the range of habitats that they
are able to use and thus may be expected to differ
in their anti-predator responses (Schmitz et al. 2004,
Schmitz 2005). We used laboratory feeding assays to
test the hypothesis that grazing by the sea urchins
E. viridis and D. antillarum is reduced when they
are exposed to predatory risk cues from the Carib-
bean spiny lobster Panulirus argus or from crushed
conspecific urchins. Next, we conducted field exper-
iments to explore whether the same sea urchin spe-
cies alter their movement behavior in response to
cues from a spiny lobster. For the reef-obligate spe-
cies E. viridis, we conducted field experiments to
compare urchin movement behavior on 3 coral spe-
cies which differed in structural complexity, while
for the more mobile D. antillarum, we tested the
spatial extent at which predator cues could affect
urchin movement.
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MATERIALS AND METHODS

Study site and focal species

We conducted our study in the Bahia Almirante
lagoon formed by the Bocas del Toro archipelago on
the Caribbean coast of Panama, with field and lab
work based at the Smithsonian Tropical Research
Institute Bocas del Toro Research Station (STRI). The
Bocas del Toro archipelago contains numerous
islands surrounded by fringing coral reefs. The com-
mon coral species found in the shallow portions of
these reefs include finger coral Porites spp., branch-
ing fire hydrocoral Millepora alcicornis, and thin leaf
lettuce coral Agaricia tenuifolia (see Dunn et al. 2017
for a complete description of the study site). We
examined how the reef urchin Echinometra viridis,
and the long-spined sea urchin Diadema antillarum
interact with a benthic predator also found in this
system, the Caribbean spiny lobster Panulirus argus.
E. viridis is commonly observed on reefs in the west-
ern Caribbean, is small-bodied (average body mass
in Bahia Almirante ~8 g), and is hard substrate-
dependent. D. antillarum is a more mobile and
larger-bodied urchin (average body mass in Bahia
Almirante ~200 g) with long protective spines. It was
historically abundant on hard-bottom and adjacent
seagrass beds throughout the Caribbean. Both ur -
chins are typically nocturnally active, inhabiting
crevices during the day and emerging at night to
graze on macroalgae (e.g. species in the genera
Acanthophora, Lobophora, and Dictyota, among oth-
ers), algal turfs, and seagrasses (Ogden et al. 1973,
Carpenter 1986, Sangil & Guzman 2016). D. antil-
larum typically consume specific algae and sea-
grasses in proportion to their abundance in the field
(Ogden 1976). Within Bahia Almirante, where preda-
tors are rare, E. viridis and D. antillarum are active
during both day and night. However, the scale of
movement of D. antillarum, meters to tens of meters,
is substantially greater than that of E. viridis, which
typically move <1 m (Parker & Shulman 1986, Levi-
tan & Genovese 1989, R. P. Dunn pers. obs.). We used
P. argus as the experimental predator because of its
generalist diet, including sea urchins (Randall et al.
1964, Cox et al. 1997, Segura-García et al. 2016) and
because it is still observed on the reefs of Bocas del
Toro. However, P. argus is heavily fished in this
region, with lower lobster densities and smaller indi-
viduals observed here than in other parts of the Car-
ibbean (Guzman & Tewfik 2004). Large predatory
finfish, which are typically important predators of
urchins on coral reefs (McClanahan 1999, Sheppard-

Brennand et al. 2017), are virtually absent from Bahia
Almirante (Cramer 2013, Seemann et al. 2014). Over-
all, the Bocas del Toro lagoon can be characterized as
a degraded but functioning coral reef system, with
altered coral assemblages (though relatively high
coral cover remains on many fringing reefs), herbi-
vore biomass dominated by small-bodied individu-
als, and low predator biomass (Guzman & Tewfik
2004, Cramer 2013, Seemann et al. 2014, Kuempel &
Altieri 2017).

Grazing assay

We used laboratory experiments to test whether
E. viridis or D. antillarum altered their grazing in
response to waterborne risk cues (lobster predator or
crushed conspecific urchins) relative to a no-cue,
seawater control. We used multiple risk cue treat-
ments because different risk cues can elicit varying
strengths and types of prey responses (Trussell &
Nicklin 2002). We conducted experiments in 40 l
glass aquaria (0.3 × 0.3 × 0.45 m) that held urchins
and a single Dictyota spp. algal bundle. Dictyota was
collected from reefs adjacent to the STRI Bocas
Research Station. Each aquarium had an inflow pipe
and drain for flow-through seawater and was fur-
nished with a cobble-sized rock to serve as a refuge.
Water entered aquaria through head tanks that
administered either the seawater control or 1 of the
2 risk cue treatments. Thus, there were 6 treatment
combinations in these assays: D. antillarum in sea -
water control, D. antillarum exposed to lobster cues,
D. antillarum exposed to crushed conspecific cues,
E. viridis in seawater control, E. viridis exposed to
lobster cues, and E. viridis exposed to crushed con-
specific cues. We ran 4 trials of this experiment with
4 replicates of each treatment combination per trial
(n = 16 replicates per treatment).

We created waterborne predator cues using 12
locally collected P. argus (carapace length mean ±
SE: 55.7 ± 1.3 mm) and held them in the head tanks
which supplied water to experimental aquaria. A
haphazardly selected lobster was starved for 1 d prior
to each trial but was offered 2 live E. viridis (~20 mm
test diameter, TD) or 1 live D. antillarum (~65 mm
TD) each night during the trials (for E. viridis and
D. antillarum trials, respectively). Lobsters were
offered more E. viridis due to their smaller size, and
urchins not consumed were removed the following
morning. We created the crushed conspecific treat-
ments by placing crushed urchins into a mesh con-
tainer within the head tank. We removed all remains
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of crushed conspecifics the following morning. To
create the crushed E. viridis treatment, 2 urchins
~20 mm TD were crushed and placed in the head
tank. To minimize the number of urchins sacrificed as
part of the crushed D. antillarum treatment, and to
make the biomass of crushed urchins more similar
among the 2 crushed conspecific treatments, we cut
2 D. antillarum individuals into quarters, froze each
quarter separately, and introduced a single urchin
quarter each night into the head tank.

Because of differences in size between these 2
urchin species, we used 1 D. antillarum (TD mean ±
SE: 67.9 ± 0.8 mm) and 4 E. viridis (TD: 19.9 ±
0.4 mm) within each experimental aquaria. Sea
urchins were starved for 2 d prior to the start of each
trial. Dictyota spp. algal bundles were held together
with 1.5 kg test monofilament line (mean biomass ±
SE: 4.38 ± 0.08 g). Algae were spun 25 revolutions
in a salad spinner and then weighed, both prior to
the experiment and after exposure to urchins, with
the amount of algae consumed determined as the
change in mass (urchins never consumed >~50% of
algal biomass during a single trial). To account for
any autogenic change in algal biomass during trials,
we kept 3 non-grazing control bundles in a separate
aquarium but otherwise treated them identically
to bundles exposed to urchins. We used the mean
change in mass of control bundles to correct for
changes to algae in experimental aquaria. While Dic-
tyota spp. can be chemically defended and therefore
resistant to herbivory (Paul & Hay 1986, Fong &
Paul 2011), there is ample evidence that sea ur -
chins, including D. antillarum and E. viridis, con-
sume Dictyota spp. (Littler et al. 1983, Morrison 1988,
Kuempel & Altieri 2017). Also, the structural integrity
of Dictyota persisted for the duration of grazing
assays, thereby allowing us to quantify consumption.
Other algal species we considered using often dis -
integrated or were too fragmented to re-weigh by the
end of a multi-day experiment. Each trial lasted
~1.5 d, with urchins added to aquaria at 16:00 h and
given 2 h to acclimate before algae and the cue treat-
ments were introduced at 18:00 h. Trials ran until
08:00 h, 2 d later. This allowed for 2 nights of grazing,
as urchins were more active at night, in line with pre-
vious observations (Nelson & Vance 1979, Carpenter
1984).

Given the differences in urchin mass and number
of individuals used for each species, we analyzed
data collected in this experiment separately for
E. viridis and D. antillarum. We calculated the risk
effect size for each urchin species by cue type combi-
nation to determine whether the 2 species responded

differently to the 2 cue types. Replicate measures of
risk effect size were calculated as 1 − (A(risk)/A(control)),
where A(risk) is the amount of algae consumed per day
within each replicate risk cue treatment aquarium
and A(control) is the experiment-wide mean amount of
algae consumed per day by urchins of each species in
the seawater controls (see Matassa 2010). We then
compared mean risk effect sizes for each urchin by
cue combination using Student’s t-tests to determine
if the effect size differed significantly from zero.

E. viridis movement in response to predator cues

To test whether the movement of E. viridis differed
in the presence and absence of a spiny lobster, we
used time-lapse photography to monitor urchin
move ment behavior on 3 different coral species
(Agaricia tenuifolia, Millepora alcicornis, Porites
spp.). These corals differ in their architecture, with
increasing rugosity and crevice size moving from
Porites to A. tenuifolia to M. alcicornis (Dunn et al.
2017). We deployed GoPro cameras at 1−3 m depth at
3 reefs (STRI Bay, San Cristobal North, San Cristobal
South) with 3 replicate deployments spaced >100 m
apart at each reef. At each deployment there was a
camera focused on 1 coral colony of each species
(n = 9 replicate sets of photos per coral species). We
attached cameras to a rigid frame above a 0.25 m2

quadrat such that the entire quadrat was visible in
the camera’s field of view. We placed these camera-
quadrats over an individual coral colony of each spe-
cies that had >5 E. viridis naturally present at the
beginning of the trial. We then placed an empty plas-
tic cage adjacent to the quadrat, and the camera took
time lapse photographs every 5 s for 30 min. After
this pre-exposure period, we placed a spiny lobster
inside the cage, and the camera took another 30 min
of time lapse photos. Lobsters did not actively feed
during trials, but they had been fed E. viridis ad
 libitum in holding tanks prior to trials. Given the
lagoonal nature of Bahia Almirante and that we only
conducted these experiments on days with minimal
wind, there was no directional water flow observed.
We maximized the predatory chemical cues that
urchins could experience by placing experimental
cages as close as possible to the focal coral colony.

For each set of time lapse photos, we used the
image analysis software ImageJ (Schneider et al.
2012) to measure the net distance and direction that
each urchin moved in the quadrat. We measured
both of these variables during the 30 min periods
both before and during exposure to the lobster.
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Direction of urchin movement was measured in 30°
increments to facilitate image processing, with 0°/
360° being directly towards the center of the cage
and 180° directly away from the center of the cage.
We excluded from the analysis urchins that did not
remain in the field of view for the duration of the trial
(<1% of all urchins tracked).

To determine if E. viridis responded to the pres-
ence of the lobster by altering their movement
behavior, we conducted separate t-tests for each
coral species (pooling across sites) to compare the
mean difference in net distance moved during the
pre- versus during-lobster exposure periods, calcu-
lated as pre-lobster distance − with-lobster distance.
We compared movement direction in the presence
versus absence of the lobster using circular statistics
(Jammalamadaka & Sengupta 2001). Separate Wat-
son’s 2-sample tests for each coral type were used to
compare distributions of movement angles during
the pre- and during-lobster exposure periods. This
analysis tests for goodness of fit of the circular uni-
form distribution, and in this case, the 2-sample ver-
sion tests the hypothesis that movement directions
prior to exposure were random and uniformly distrib-
uted while movement directions in the presence of
the lobster were non-random. When we obtained a
significant test statistic from the Watson’s 2-sample
test for a given coral type, we conducted a follow-up
modified Rayleigh test on urchin movement data dur-
ing the lobster exposure period. This test had an a
priori alternative hypothesis that the mean direction
of urchin movement was away from the lobster when
it was present. We provide polar plots to show how
movement direction interacted with the net distance
moved in the presence and absence of the lobster.

D. antillarum movement in response 
to predator cues

To determine whether D. antillarum move in re -
sponse to cues from predators under field conditions,
we deployed caged lobsters in a before/after design
similar to the experiments for E. viridis movement. At
3 locations on each of 3 different reefs (STRI Point,
San Cristobal South, San Cristobal North), we
located small groups of D. antillarum and placed an
empty cage on the reef which was located directly
adjacent to one focal urchin, ~1 m from a second
focal urchin, and ~2 m from a third focal urchin. We
measured the exact distance from the treatment cage
for each focal urchin. For 20 min, we manually
tracked the location of each of these 3 urchins using

small stakes (rather than cameras that could not con-
tain the range of D. antillarum within the field of
view), after which we measured the net distance and
direction moved relative to the treatment cage. We
then re-measured each urchin’s starting distance,
added a lobster to the cage, and for another 20 min
we tracked the net distance and direction of move-
ment in the presence of the predator.

Statistical procedures for the D. antillarum move-
ment experiment were similar to those described for
E. viridis above, but with the need to account for the
3 initial distance categories rather than different
coral species. Briefly, we conducted separate t-tests
for each distance category to test for an effect of the
presence of the lobster on the difference in net move-
ment distance before and during exposure to the
caged lobster, pooling across reefs (n = 9 individuals
for medium and far, n = 8 for near because we
removed 1 outlier which moved ~40× farther than
other urchins in this category). Movement direction
in the presence and absence of the lobster was com-
pared using circular statistics, as described above.

RESULTS

Grazing

The 2 urchin species demonstrated contrasting
responses to lobster and conspecific cues. Echinome-
tra viridis reduced grazing in response to crushed
conspecifics but not in response to lobster cues (t15 =
2.90, p = 0.01, and t15 = 0.16, p = 0.87, respectively;
Fig. 1). In contrast, Diadema antillarum did not re -
spond to crushed conspecific cues but reduced graz-
ing in the presence of lobster cues (t15 = −0.28, p =
0.782, and t15 = 3.20, p = 0.006, respectively; Fig. 1).
Notably, experimental lobsters consumed both
E. viridis offered within the head tanks, but they did
not eat any D. antillarum, possibly due to their large
size relative to the size of the lobsters. We examine
the implications of this in the ‘Discussion’ section.

Movement: E. viridis

E. viridis located on Millepora alcicornis colonies
exhibited reduced net movement in the presence of a
lobster compared to the control period (t63 = 2.04, p =
0.045), but there was no effect of lobster presence on
E. viridis net movement on Agaricia tenuifolia (t108 =
0.46, p = 0.644) or Porites colonies (t121 = 0.99, p =
0.324; Fig. 2A). However, lobster presence affected
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the directionality of E. viridis movement on all 3 coral
species (all 2-sample Watson’s tests p < 0.05). Urchins
moved away from cages when the lobster was pres-
ent but not when lobsters were absent (p < 0.03 for
all post-hoc Rayleigh tests for all 3 coral species;
Fig. 2B).

Movement: D. antillarum

Presence of a lobster did not affect net movement
of D. antillarum for any of the 3 initial starting dis-
tances (t-tests, all p > 0.237; Fig. 3A). Nonetheless,
interesting qualitative patterns did emerge when
comparing the responses of urchins at different initial
distances from the cages. D. antillarum starting at
1 m and 2 m distances generally moved more in the
presence of the lobster than during the pre-exposure
period (Fig. 3A), and there was a marginal effect of
the presence of the lobster on movement distance for
those urchins (t-test for pooled medium and far initial
distances, t17 = −1.80, p = 0.088). Conversely, urchins
starting adjacent to the cage moved very little overall
and seemed to move more during the pre-exposure
period than when the lobster was present (Fig. 3A).
The direction of D. antillarum movement was not
influenced by lobster presence for those urchins
starting at the medium or far distances from the cage

(both 2-sample Watson’s tests p > 0.05; Fig. 3B). An
insufficient number of D. antillarum starting in the
position nearest the cage moved to conduct statistical
analyses on their movement directions.

DISCUSSION

Two sympatric Caribbean sea urchins exhibit con-
trasting grazing and movement responses to water-
borne cues emanating from a generalist predator, the
Caribbean spiny lobster. Echinometra viridis does
not reduce its grazing in the presence of risk cues
from predatory lobsters, while Diadema antillarum
consumes less algae when lobster cues are added.
However, D. antillarum movement is relatively unaf-
fected by lobster risk cues, while E. viridis movement
behavior is altered, particularly in structurally com-
plex coral habitats. The contrasting responses, both
between species and for different behaviors within
species, are likely the result of different habitat asso-
ciations, varying anti-predator strategies, and differ-
ential susceptibility to predation. Understanding be -
havioral responses to predatory cues for these 2 urchin
species is important because of their functional roles
as reef bioeroders (Ogden 1977, Griffin et al. 2003) and
their ability to enhance coral re cruitment by grazing
macroalgae (Sammarco 1982, Myhre & Acevedo-
Gutiérrez 2007).

Grazing

E. viridis do not appear to reduce their grazing rate
in response to predatory cues from generalist Carib-
bean spiny lobsters, potentially due to this urchin’s
cryptic nature when predators are present (Mc -
Clanahan 1999) or because they typically inhabit
refuge-rich coral colonies (Dunn et al. 2017). In
this study, small cobble refuges were available to
urchins, so it is possible that the grazing response of
E. viridis to spiny lobster cues was modified by the
availability of this structure. This would be similar to
the finding that Strongylocentrotus purpuratus, a
temperate sea urchin, do not respond to cues from a
predatory spiny lobster when refuge habitat is avail-
able (Green 2012). However, E. viridis in our experi-
ments did significantly reduce grazing when ex -
posed to cues from crushed conspecific urchins,
suggesting that they do respond to some predation
related cues and that the availability of habitat struc-
ture alone is not sufficient to pre-empt that response.
Conversely, D. antillarum do not respond to crushed
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Fig. 1. Risk effect sizes for both urchin species (Diadema
antillarum and Echinometra viridis) from the grazing assay.
Risk cue treatments (crushed conspecifics and spiny lobster)
were compared to the seawater controls. Asterisks indicate
treatments that were significantly different from 0 (α = 0.05).
Positive risk effect sizes signify reduced grazing in the 
presence of the cue versus the control. Error bars are ±1 SE
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conspecific cues but significantly reduce grazing in
response to the presence of spiny lobster. This agrees
with previous work showing that D. antillarum re -
duce grazing on both the calcareous alga Halimeda
spp. and non-calcareous Dictyota spp. when exposed
to cues from a different spiny lobster species, Pan-
ulirus guttatus (Kintzing & Butler 2014).

The risk cues provided to the 2 urchin species in
this study may have differed slightly as a result of
lobster behavior in the head tanks used to create the
cue treatments. In the D. antillarum with lob ster cue
treatment, spiny lobsters were offered a live D. antil-
larum every night, but the lobsters did not con -
sume these urchins during any trial. Lobsters in the

E. viridis with lobster cue treatment nearly always
consumed both of the E. viridis individuals offered to
them. Results for D. antillarum, whereby predator
cues elicited a stronger re sponse than those from
crushed con spe cifics, agree with previous work de -
monstrating that these cue types are additive but
predator cues are re latively stronger than damaged
prey cues (Trussell & Nicklin 2002, Ma tassa 2010).
The result of reduced grazing by E. viridis in
 damaged conspecific but not lobster with damaged
conspecific treatments is surprising because both

treatments had 2 damaged E. viridis.
Lobsters likely consumed the E.
viridis so quickly that damaged
urchin cues did not persist in ex -
perimental tanks, while the crushed
 conspecific treatments had damaged
urchin cues circulating for ~12 h.

E. viridis and D. antillarum may
have also re spon ded in contrasting
ways to lobster cues because of their
different predator avoidance strate-
gies or be cause these 2 urchins do not
recognize Panulirus argus as a pred-
ator to the same degree. Large D.
antillarum are often observed graz-
ing in seagrass beds adjacent to coral
reefs (Ogden et al. 1973), and sea-
grass is also a productive foraging
location for P. argus (Cox et al. 1997).
Therefore, there is likely a high rate
of encounter between these 2 spe-
cies, and D. antillarum would need to
be responsive to predators in such a
habitat where it would be vulnerable.
Conversely, in hundreds of hours
underwater on fringing reefs in Bocas
del Toro, we rarely observed E.
viridis in seagrass habitat, while they

were highly abundant on complex hard substrates.
Given their size and habitat use patterns, echi-
nometrid urchins may not need to reduce grazing to
the same degree as D. antillarum because they are
typically found within the refuge of either live or
dead coral colonies where they are relatively invul-
nerable to predatory lobsters (Nelson et al. 2016,
Dunn et al. 2017) and can continuously feed on drift
algae (McClanahan 1999). The larger and substan-
tially longer-spined D. antillarum often forages in
seagrasses and on exposed patches of reef and does
not rely on habitat refugia to the same degree.
Instead, D. antillarum relies on either fleeing (Parker
& Shulman 1986) or using its long spines for defense
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Fig. 2. Difference in (A) net distance moved and (B) net distance + direction
moved by Echinometra viridis in the absence (white) and presence (grey) of a
predatory spiny lobster on each of 3 coral species (Porites spp. Agaricia
tenuifolia, Millepora alcicornis). Presence and absence periods were 30 min
each. In (A), error bars are ±1 SE, and asterisk indicates the difference in
urchin movement during pre- and post-exposure periods was statistically sig-
nificant from 0 based on a t-test (α = 0.05). Negative values indicate re duced
movement in the presence of the predatory cue. In (B), 0°/360° represents
movement directly towards the empty cage or caged lobster predator while
180° represents movement directly away from the cage/lobster. Asterisks on
coral genera indicate statistically significant results (α = 0.05) from post-hoc
Rayleigh tests demonstrating directed movement away from the spiny lobster
cue. Bars are jittered to reduce overplotting, and results are presented with 

coral colony rugosity increasing from left to right
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when confronted with risk cues (Randall et al. 1964,
Bodmer et al. 2017). D. antillarum confined within
tanks may have reduced grazing as they minimized
movement in response to a strong concentration of
lobster cues. Given the potential for these sorts of
laboratory artefacts, it will be important for future
studies to test for TMIIs between urchin predators
and coral reef macroalgae in a natural setting.

Movement

Mobile benthic organisms commonly use avoid-
ance behaviors to minimize predation risk. These can
include horizontal movement away from a water-
borne risk cue (Snyder & Snyder 1970), vertical
move ment up and away from subtidal predators
(Hovel et al. 2001) or down and into complex sub-
strates (e.g. brittle stars; Drolet et al. 2004), and burial

within soft  sediments (Phillips 1977). Movement be -
haviors in  response to predatory risk cues are
strongly dependent on the life history and physiology
of the organisms in question, and our study eluci-
dated contrasting predator-associated movement
behaviors ex hibited by urchins with substantially
 different life his tories. The smaller-bodied and reef-
dwelling urchin E. vi ridis moved shorter distances
when cues from a predatory spiny lobster were pres-
ent relative to when risk cues were absent (though
only significantly so on the rugose Millepora alci -

cornis colonies). E. viridis did, how-
ever, demonstrate directed move-
ment away from the predator on all
3 coral types. D. antillarum, which
are  larger-bodied, have much longer
spines, and forage on open reef flats
or in seagrass beds, qualitatively
appeared to in crease their move-
ment when predator cues were pres-
ent. The latter finding agrees with
a previous lab experiment in which
D. antillarum moved further in re -
sponse to waterborne cues from the
spotted spiny  lobster P. guttatus than
to a seawater control (Kintzing &
Butler 2014). Interestingly, D. antil-
larum  responded more strongly to
cues from P. guttatus than to cues
from its  congener P. argus (Kintzing
& Butler 2014), the predator used
in our experiments. This difference
is likely due to different habitat
usage patterns (Schmitz et al. 2004,

Schmitz 2005) exhibited by these 2 palinurid lobsters,
with the reef-obligate species P. guttatus eliciting a
stronger response than P. argus, which utilizes a
wide range of habitats.

The contrasting movement responses of the 2
urchin species tested are in line with expectations
based on their distinct morphologic characteristics
and different usage of protective habitats (as dis-
cussed above). For a species such as E. viridis, which
is typically restricted to structurally complex coral
colonies, a ‘shelter in place’ strategy requires only
retreating a few centimeters into adjacent crevices.
For D. antillarum, which uses a broader range of
habitats, a more active ‘fight or flight’ strategy that
takes advantage of their long spines and relatively
rapid movement rate (Levitan & Genovese 1989) is
well suited to their foraging range, where they may
need to travel several meters to return to the shelter
of a crevice.

194

Fig. 3. Difference in (A) net distance moved and (B) net distance + direction
moved by Diadema antillarum in the absence (white) and presence (grey) of
a predatory spiny lobster. Urchins were initially located approximately 0.1 m
(near), 1.0 m (medium), and 2 m (far) away from the empty cage. Presence
and absence periods were 20 min each. In (A), error bars are ±1 SE. Negative
values indicate reduced movement and positive values indicate increased
movement in the presence of the predatory cue. In (B), 0°/360° represents
movement directly towards the empty cage or caged lobster predator while
180° represents movement away from the cage/lobster. Bars are jittered to 

reduce overplotting, and note the scale in Panel B is double that in Fig. 2B
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Importance of spatial scale, habitat complexity, 
and species identity to NCEs

Understanding the spatial scale at which predators
alter prey behavior is needed to determine the rela-
tive importance of trait-mediated interactions in
structuring ecological communities. This is particu-
larly true when predators have been over-exploited
and are found at low densities. Our study provides
initial evidence of the spatial scale at which NCEs
created by an overfished invertebrate predator can
manifest for a key subtidal invertebrate herbivore.
D. antillarum qualitatively differed in the nature of
their response to spiny lobster presence between
urchins directly adjacent to the cue source and those
only 1−2 m away (Fig. 3). When the threat of preda-
tion is strong, in this case likely determined via the
concentration of the predatory scent when adjacent
to the caged lobster (<10 cm), D. antillarum are pre-
sumably better off remaining in place rather than
attempting to flee. This is because they are much
slower than the predatory lobster and because
urchins are less likely to be dislodged from the sub-
strate when they are stationary (Kawamata 2010).
However, at a distance of only 1 m from the predator,
D. antillarum may benefit from fleeing, particularly
because they are also prey for slower moving preda-
tors such as the gastropod Cassis tuberosa (Snyder &
Snyder 1970). This flight response likely evolved
under the context of rapidly encountering a habitat
refuge, which may now be less common due to
degradation of Caribbean reef structure (Alvarez-
Filip et al. 2009). The overall reduced movement at
the nearest starting distance by D. antillarum also
could have been in response to the disturbance cre-
ated by the placement of the cage and subsequent
introduction of the lobster.

Habitat complexity mediates the ability of preda-
tors to induce NCEs (Green 2012), can alter their
strength (Orrock et al. 2013), and interacts with the
spatial scale at which they operate (Catano et al.
2016). In our study, the response of E. viridis to
 predator cues varied by coral species that differ in
structural complexity. Urchins on Millepor alcicornis
colonies re duced their movement, while urchins on
the other 2 coral species did not (Fig. 2A). This
behavior is potentially in response to the rugosity of
M. alcicornis colonies, which is significantly greater
than that of Agaricia tenuifolia or Porites spp.
colonies (Dunn et al. 2017) and could provide higher
quality refuge within its structurally complex branches.
However, mortality rates of tethered E. viridis are
similar on A. tenuifolia and M. alcicornis colonies

(Dunn et al. 2017), so other coral traits (e.g. crevice
size, stinging cells) likely affect urchin behavior in
addition to rugosity. On reefs with abundant preda-
tors, E. viridis are commonly cryptic, remaining
within crevices and feeding on drift algae (McClana-
han 1999), though on the overfished reefs studied
here, E. viridis are abundant and do not exhibit the
same degree of cryptic behavior. The use of struc-
tured habitats as both a refuge and foraging habitat
may also explain why E. viridis altered their move-
ment behavior but did not reduce grazing in re -
sponse to cues from P. argus. For D. antillarum,
which forages in open habitats, fleeing in response to
predators means cessation of feeding. Thus, in addi-
tion to determining the strength of NCEs, the habitat
type in which prey are located can determine the
most effective anti-predator strategy and therefore
what behaviors are altered by fear effects. This can
even decouple responses such as the direction and
distance components of movement, as we observed
across coral species of varying complexity.

In addition to the spatial refuge provided by com-
plex habitats, many sea urchins also take advantage
of temporal predation refugia by leaving their cre -
vices at night when predatory fish are less active
(Nelson & Vance 1979, Dee et al. 2012). In our exper-
iments, the predatory lobster was also a nocturnal
forager, which may have altered the cues received by
urchins during daytime movement experiments.
Notably, our grazing assays integrated both night
and day exposure to predatory cues. Replicate night-
time experiments testing for lobster-altered move-
ment behaviors could provide insight on sea urchins’
ability to discern the danger associated with cues
from potential (but not actively foraging) predators.

CONCLUSIONS

There is a growing body of literature demonstrat-
ing pervasive non-consumptive effects and trait-
mediated indirect interactions within natural eco -
systems. While most examples of TMIIs in subtidal
marine communities to date have come from labora-
tory experiments, they have recently been demon-
strated under natural conditions on coral reefs using
observational techniques or predator mimics (Madin
et al. 2010, Rizzari et al. 2014, Catano et al. 2016,
2017). By testing cues from living predators in a com-
bination of laboratory and field experiments, we
demonstrate that sea urchins alter their feeding and
movement behaviors in response to risk cues and
that these effects vary with habitat type, and to a
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lesser degree, spatial scale. Similar behaviors have
been observed in ungulate herbivores responding to
predation risk from lions on African savannas (Valeix
et al. 2009) and by prey spiders responding to a
predatory spider in agricultural fields (Rypstra et al.
2007). Here, the contrasting responses observed in 2
urchins that perform important bioerosion and graz-
ing functions on Caribbean coral reefs (Ogden 1977,
Griffin et al. 2003, Mumby et al. 2007, Kuempel &
Altieri 2017) suggest that the responses of herbivores
to changes in the predator community are dependent
on species identity as well as habitat quality. Impor-
tantly, we also demonstrate that prey responses to
predation risk may be predictable based on func-
tional traits and commonly used measures of habitat
complexity. Given that predator assemblages have
been depleted by human activities in many marine
ecosystems (Jackson et al. 2001, Stallings 2009, Estes
et al. 2011), the importance of trait-mediated control
relative to density-mediated effects is likely to in -
crease. Additional habitat- and spatially explicit tests
of prey responses to risk cues will provide more accu-
rate predictions of trophic interactions on degraded
contemporary reefs.

Acknowledgements. Thanks to the staff of the STRI Bocas
Research Station for facilitating this study, with special
thanks to A. Castillo, D. Gonzalez, and P. Gondola. A. Ma -
chuca provided valuable field assistance and R. Porras
assisted with image analysis. S. Rinehart, 2 anonymous
reviewers, and the editor provided valuable feedback on
previous versions of the manuscript. We thank the govern-
ment of Panama for providing all necessary permits to con-
duct this research and the Smithsonian Tropical Research
Institute for facilitating permitting. This study was funded
by the NSF Graduate Research Internship Program and a
Smithsonian Tropical Research Institute Short-Term Fellow-
ship, both to R.P.D., as well as by the Joint Doctoral Program
in Ecology at San Diego State University and UC Davis.

LITERATURE CITED

Alvarez-Filip L, Dulvy NK, Gill JA, Côté IM, Watkinson AR
(2009) Flattening of Caribbean coral reefs:  region-wide
declines in architectural complexity. Proc R Soc B 276: 
3019−3025

Aronson RB, Macintyre IG, Wapnick CM, O’Neill MW
(2004) Phase shifts, alternative states, and the unprece-
dented convergence of two reef systems. Ecology 85: 
1876−1891

Bodmer MDV, Wheeler PM, Hendrix AM, Cesarano DN,
East AS, Exton DA (2017) Interacting effects of tempera-
ture, habitat and phenotype on predator avoidance
behaviour in Diadema antillarum:  implications for
restorative conservation. Mar Ecol Prog Ser 566: 105−115

Borer ET, Halpern BS, Seabloom EW (2006) Asymmetry in
community regulation:  effects of predators and produc-
tivity. Ecology 87: 2813−2820

Burkepile DE, Allgeier JE, Shantz AA, Pritchard CE,
Lemoine NP, Bhatti LH, Layman CA (2013) Nutrient sup-
ply from fishes facilitates macroalgae and suppresses
corals in a Caribbean coral reef ecosystem. Sci Rep 3: 
1493

Carpenter RC (1984) Predator and population density con-
trol of homing behavior in the Caribbean echinoid
Diadema antillarum. Mar Biol 82: 101−108

Carpenter RC (1986) Partitioning herbivory and its effects
on coral reef algal communities. Ecol Monogr 56: 
345−363

Catano LB, Rojas MC, Malossi RJ, Peters JR, Heithaus MR,
Fourqurean JW, Burkepile DE (2016) Reefscapes of fear: 
predation risk and reef heterogeneity interact to shape
herbivore foraging behaviour. J Anim Ecol 85: 146−156

Catano LB, Barton MB, Boswell KM, Burkepile DE (2017)
Predator identity and time of day interact to shape the
risk−reward trade-off for herbivorous coral reef fishes.
Oecologia 183: 763−773

Cox C, Hunt JH, Lyons WG, Davis GE (1997) Nocturnal for-
aging of the Caribbean spiny lobster (Panulirus argus) on
offshore reefs of Florida, USA. Mar Freshw Res 48: 
671−680

Cramer KL (2013) History of human occupation and envi-
ronmental change in central Caribbean Panama. Bull
Mar Sci 89: 955−982

Dee LE, Witman JD, Brandt M (2012) Refugia and top-down
control of the pencil urchin Eucidaris galapagensis in the
Galápagos Marine Reserve. J Exp Mar Biol Ecol 416−
417: 135−143

Drolet D, Himmelman JH, Rochette R (2004) Use of refuges
by the ophiuroid Ophiopholis aculeata:  contrasting
effects of substratum complexity on predation risk from
two predators. Mar Ecol Prog Ser 284: 173−183

Dunn RP, Altieri AH, Miller K, Yeager M, Hovel KA (2017)
Coral identity and structural complexity drive habitat
associations and demographic processes for an increas-
ingly important Caribbean herbivore. Mar Ecol Prog Ser
577: 33−47

Estes JA, Terborgh J, Brashares JS, Power ME and others
(2011) Trophic downgrading of planet Earth. Science
333: 301−306

Fong P, Paul VJ (2011) Coral reef algae. In:  Dubinsky Z,
Stambler N (eds) Coral reefs:  an ecosystem in transition.
Springer, Dordrecht, p 241−272

Grabowski JH (2004) Habitat complexity disrupts preda-
tor−prey interactions but not the trophic cascade on oys-
ter reefs. Ecology 85: 995−1004

Green LA (2012) Refuge availability increases kelp con-
sumption by purple sea urchins exposed to predation risk
cue. Aquat Biol 17: 141−144

Griffin SP, García RP, Weil E (2003) Bioerosion in coral reef
communities in southwest Puerto Rico by the sea urchin
Echinometra viridis. Mar Biol 143: 79−84

Griffin JN, Butler J, Soomdat NN, Brun KE, Chejanovski ZA,
Silliman BR (2011) Top predators suppress rather than
facilitate plants in a trait-mediated tri-trophic cascade.
Biol Lett 7: 710

Guzman HM, Tewfik A (2004) Population characteristics
and co-occurrence of three exploited decapods (Pan-
ulirus argus, P. guttatus and Mithrax spinosissimus) in
Bocas del Toro, Panama. J Shellfish Res 23: 575−580

Haggerty MB, Anderson TW, Long JD (2018) Fish predators
reduce kelp frond loss via a trait-mediated trophic cas-
cade. Ecology 99: 1574−1583

196

https://doi.org/10.1098/rspb.2009.0339
https://doi.org/10.1890/03-0108
https://doi.org/10.3354/meps12034
https://doi.org/10.1890/0012-9658(2006)87%5b2813%3AAICREO%5d2.0.CO%3B2
https://doi.org/10.1038/srep01493
https://doi.org/10.1007/BF00392768
https://doi.org/10.2307/1942551
https://doi.org/10.1111/1365-2656.12440
https://doi.org/10.1007/s00442-016-3794-z
https://doi.org/10.1071/MF97198
https://doi.org/10.1002/ecy.2380
https://doi.org/10.1098/rsbl.2011.0166
https://doi.org/10.1007/s00227-003-1056-1
https://doi.org/10.3354/ab00468
https://doi.org/10.1890/03-0067
https://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&list_uids=21764740&dopt=Abstract
https://doi.org/10.3354/meps12230
https://doi.org/10.3354/meps284173
https://doi.org/10.1016/j.jembe.2012.02.016
https://doi.org/10.5343/bms.2012.1028


Dunn et. al.: Non-consumptive effects on Caribbean coral reefs

Harding APC, Scheibling RE (2015) Feed or flee:  effect of a
predation-risk cue on sea urchin foraging activity. J Exp
Mar Biol Ecol 466: 59−69

Hovel KA, Bartholomew A, Lipcius RN (2001) Rapidly
entrainable tidal vertical migrations in the salt marsh
snail Littoraria irrorata. Estuaries 24: 808−816

Hughes TP (1994) Catastrophes, phase shifts, and large-
scale degradation of a Caribbean coral reef. Science 265: 
1547−1551

Jackson JBC, Kirby MX, Berger WH, Bjorndal KA and oth-
ers (2001) Historical overfishing and the recent collapse
of coastal ecosystems. Science 293:629–637

Jammalamadaka SR, Sengupta A (2001) Topics in circular
statistics. World Scientific, Singapore

Kawamata S (2010) Inhibitory effects of wave action on
destructive grazing by sea urchins:  a review. Bull Fish
Res Agency Jpn 32: 95−102

Kintzing MD, Butler MJ IV (2014) Effects of predation upon
the long-spined sea urchin Diadema antillarum by the
spotted spiny lobster Panulirus guttatus. Mar Ecol Prog
Ser 495: 185−191

Kuempel CD, Altieri AH (2017) The emergent role of small-
bodied herbivores in pre-empting phase shifts on
degraded coral reefs. Sci Rep 7: 39670

Laundré JW, Hernández L, Altendorf KB (2001) Wolves, elk,
and bison:  reestablishing the ’landscape of fear’ in Yel-
lowstone National Park, USA. Can J Zool 79: 1401−1409

Lessios HA (2016) The great Diadema antillarum die-off:  30
years later. Annu Rev Mar Sci 8: 267−283

Levitan DR, Genovese SJ (1989) Substratum-dependent
predator−prey dynamics:  patch reefs as refuges from
gastropod predation. J Exp Mar Biol Ecol 130: 111−118

Lima SL (1998) Nonlethal effects in the ecology of preda-
tor−prey interactions. Bioscience 48: 25−34

Lima SL, Dill LM (1990) Behavioral decisions made under
the risk of predation:  a review and prospectus. Can J
Zool 68: 619−640

Littler MM, Taylor PR, Littler DS (1983) Algal resistance to
herbivory on a Caribbean barrier reef. Coral Reefs 2: 
111−118

Loh TL, McMurray SE, Henkel TP, Vicente J, Pawlik JR
(2015) Indirect effects of overfishing on Caribbean reefs: 
sponges overgrow reef-building corals. PeerJ 3: e901

Madin EMP, Gaines SD, Madin JS, Warner RR (2010) Fish-
ing indirectly structures macroalgal assemblages by
altering herbivore behavior. Am Nat 176: 785−801

Manzur T, Navarrete SA (2011) Scales of detection and
escape of the sea urchin Tetrapygus niger in interactions
with the predatory sun star Heliaster helianthus. J Exp
Mar Biol Ecol 407: 302−308

Matassa CM (2010) Purple sea urchins Strongylocentrotus
purpuratus reduce grazing rates in response to risk cues
from the spiny lobster Panulirus interruptus. Mar Ecol
Prog Ser 400: 283−288

McClanahan TR (1999) Predation and the control of the sea
urchin Echinometra viridis and fleshy algae in the patch
reefs of Glovers Reef, Belize. Ecosystems 2: 511−523

Morrison D (1988) Comparing fish and urchin grazing in
shallow and deeper coral reef algal communities. Ecol-
ogy 69: 1367−1382

Mumby PJ, Dahlgren CP, Harborne AR, Kappel CV and
 others (2006) Fishing, trophic cascades, and the process
of grazing on coral reefs. Science 311: 98−101

Mumby PJ, Hastings A, Edwards HJ (2007) Thresholds and
the resilience of Caribbean coral reefs. Nature 450: 98−101

Myhre S, Acevedo-Gutiérrez A (2007) Recovery of sea
urchin Diadema antillarum populations is correlated to
increased coral and reduced macroalgal cover. Mar Ecol
Prog Ser 329: 205−210

Nakaoka M (2000) Nonlethal effects of predators on prey
populations:  predator-mediated change in bivalve
growth. Ecology 81: 1031−1045

Nelson HR, Kuempel CD, Altieri AH (2016) The resilience of
reef invertebrate biodiversity to coral mortality. Eco-
sphere 7: e01399

Ogden JC (1976) Some aspects of herbivore-plant relation-
ships on Caribbean reefs and seagrass beds. Aquat Bot 2: 
103−116

Ogden JC (1977) Carbonate-sediment production by parrot
fish and sea urchins on Caribbean reefs. In:  Frost S,
Weiss M, Saunders J (eds) Reefs and related carbon-
ates — ecology and sedimentology. American Associa-
tion of Petroleum Geologists, Tulsa, OK, p 281−288

Ogden JC, Brown RA, Salesky N (1973) Grazing by the echi-
noid Diadema antillarum Philippi:  formation of halos
around West Indian patch reefs. Science 182: 715−717

Orrock JL, Preisser EL, Grabowski JH, Trussell GC (2013)
The cost of safety:  refuges increase the impact of preda-
tion risk in aquatic systems. Ecology 94: 573−579

Parker DA, Shulman MJ (1986) Avoiding predation:  alarm
responses of Caribbean sea urchins to simulated preda-
tion on conspecific and heterospecific sea urchins. Mar
Biol 93: 201−208

Paul VJ, Hay ME (1986) Seaweed susceptibility to herbi -
vory:  chemical and morphological correlates. Mar Ecol
Prog Ser 33: 255−264

Peckarsky BL, Abrams PA, Bolnick DI, Dill LM and others
(2008) Revisiting the classics:  considering nonconsump-
tive effects in textbook examples of predator−prey inter-
actions. Ecology 89: 2416−2425

Phillips DW (1977) Avoidance and escape responses of the
gastropod mollusc Olivella biplicata (Sowerby) to preda-
tory asteroids. J Exp Mar Biol Ecol 28: 77−86

Preisser EL, Bolnick DI, Benard MF (2005) Scared to death?
The effects of intimidation and consumption in preda-
tor−prey interactions. Ecology 86: 501−509

Randall JE, Schroeder RE, Starck WA II (1964) Notes on the
biology of the echinoid Diadema antillarum. Caribb J Sci
4: 421−433

Rizzari JR, Frisch AJ, Hoey AS, McCormick MI (2014) Not
worth the risk:  apex predators suppress herbivory on
coral reefs. Oikos 123: 829−836

Robinson EM, Lunt J, Marshall CD, Smee DL (2014) Eastern
oysters Crassostrea virginica deter crab predators by
altering their morphology in response to crab cues.
Aquat Biol 20: 111−118

Rypstra AL, Schmidt JM, Reif BD, DeVito J, Persons MH
(2007) Tradeoffs involved in site selection and foraging in
a wolf spider:  effects of substrate structure and predation
risk. Oikos 116: 853−863

Sammarco PW (1982) Echinoid grazing as a structuring force
in coral communities:  whole reef manipulations. J Exp
Mar Biol Ecol 61: 31−55

Sangil C, Guzman HM (2016) Assessing the herbivore role
of the sea-urchin Echinometra viridis:  keys to determine
the structure of communities in disturbed coral reefs.
Mar Environ Res 120: 202−213

Schmitz OJ (2005) Behavior of predators and prey links with
population-level processes. In:  Barbosa P, Castellanos I
(eds) Ecology of predator−prey interactions. Oxford Uni-

197

https://doi.org/10.1016/j.jembe.2015.02.005
https://doi.org/10.2307/1353172
https://doi.org/10.1126/science.265.5178.1547
https://doi.org/10.1126/science.1059199
https://doi.org/10.3354/meps10568
https://doi.org/10.1038/srep39670
https://doi.org/10.1139/z01-094
https://doi.org/10.1146/annurev-marine-122414-033857
https://doi.org/10.1016/0022-0981(89)90198-6
https://doi.org/10.2307/1313225
https://doi.org/10.1139/z90-092
https://doi.org/10.1007/BF02395281
https://doi.org/10.7717/peerj.901
https://doi.org/10.1086/657039
https://doi.org/10.1016/j.jembe.2011.06.025
https://doi.org/10.3354/meps08425
https://doi.org/10.1007/s100219900099
https://doi.org/10.2307/1941634
https://doi.org/10.1016/j.marenvres.2016.08.008
https://doi.org/10.1016/0022-0981(82)90020-X
https://doi.org/10.1111/j.0030-1299.2007.15622.x
https://doi.org/10.3354/ab00549
https://doi.org/10.1111/oik.01318
https://doi.org/10.1890/04-0719
https://doi.org/10.1016/0022-0981(77)90064-8
https://doi.org/10.1890/07-1131.1
https://doi.org/10.3354/meps033255
https://doi.org/10.1007/BF00508257
https://doi.org/10.1890/12-0502.1
https://doi.org/10.1126/science.182.4113.715
https://doi.org/10.1016/0304-3770(76)90013-9
https://doi.org/10.1002/ecs2.1399
https://doi.org/10.1890/0012-9658(2000)081%5b1031%3ANEOPOP%5d2.0.CO%3B2
https://doi.org/10.3354/meps329205
https://doi.org/10.1038/nature06252
https://doi.org/10.1126/science.1121129


Mar Ecol Prog Ser 604: 187–198, 2018198

versity Press, New York, NY, p 256−278
Schmitz OJ, Krivan V, Ovadia O (2004) Trophic cascades: 

the primacy of trait-mediated indirect interactions. Ecol
Lett 7: 153−163

Schneider CA, Rasband WS, Eliceiri KW (2012) NIH Image
to ImageJ:  25 years of image analysis. Nat Methods 9: 
671−675

Seemann J, González CT, Carballo-Bolaños R, Berry K,
Heiss GA, Struck U, Leinfelder RR (2014) Assessing the
ecological effects of human impacts on coral reefs in
Bocas del Toro, Panama. Environ Monit Assess 186: 
1747−1763

Segura-García I, Briones-Fourzán P, de Lestang S, Lozano-
Álvarez E (2016) Dietary partitioning between sympatric
species of spiny lobster in a coral reef system. Bull Mar
Sci 92: 355−369

Sheppard-Brennand H, Dworjanyn SA, Poore AGB (2017)
Global patterns in the effects of predator declines on sea
urchins. Ecography 40: 1029−1039

Snyder N, Snyder H (1970) Alarm response of Diadema
antillarum. Science 168: 276

Stallings CD (2009) Fishery-independent data reveal nega-
tive effect of human population density on Caribbean
predatory fish communities. PLOS ONE 4: e5333

Suchley A, McField MD, Alvarez-Filip L (2016) Rapidly
increasing macroalgal cover not related to herbivorous
fishes on Mesoamerican reefs. PeerJ 4: e2084

Tollrian R, Harvell CD (eds) (1999) The ecology and evolu-
tion of inducible defenses. Princeton University Press,
Princeton, NJ

Trussell GC, Nicklin MO (2002) Cue sensitivity, inducible
defense, and trade-offs in a marine snail. Ecology 83: 
1635−1647

Valdivia A, Cox CE, Bruno JF (2017) Predatory fish deple-
tion and recovery potential on Caribbean reefs. Sci Adv
3: e1601303

Valeix M, Loveridge AJ, Chamaillé-Jammes S, Davidson Z,
Murindagomo F, Fritz H, Macdonald DW (2009) Behav-
ioral adjustments of African herbivores to predation risk
by lions:  spatiotemporal variations influence habitat use.
Ecology 90: 23−30

Watson J, Estes JA (2011) Stability, resilience, and phase
shifts in rocky subtidal communities along the west
coast of Vancouver Island, Canada. Ecol Monogr 81: 
215−239

Werner EE, Peacor SD (2003) A review of trait-mediated
indirect interactions in ecological communities. Ecology
84: 1083−1100

Editorial responsibility: Tim McClanahan, 
Mombasa, Kenya 

Submitted: February 27, 2018; Accepted: August 23, 2018
Proofs received from author(s): September 20, 2018

https://doi.org/10.1111/j.1461-0248.2003.00560.x
https://doi.org/10.1038/nmeth.2089
https://doi.org/10.1007/s10661-013-3490-y
https://doi.org/10.5343/bms.2015.1073
https://doi.org/10.1111/ecog.02380
https://doi.org/10.1126/science.168.3928.276
https://doi.org/10.1890/0012-9658(2003)084%5b1083%3AAROTII%5d2.0.CO%3B2
https://doi.org/10.1890/10-0262.1
https://doi.org/10.1890/08-0606.1
https://doi.org/10.1126/sciadv.1601303
https://doi.org/10.1890/0012-9658(2002)083%5b1635%3ACSIDAT%5d2.0.CO%3B2
https://doi.org/10.1371/journal.pone.0005333



