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Abstract

Background: A variety of human activities have led to the recent global decline of reef-building corals [1,2]. The ecological,
social, and economic value of coral reefs has made them an international conservation priority [2,3]. The success of Marine
Protected Areas (MPAs) in restoring fish populations [4] has led to optimism that they could also benefit corals by indirectly
reducing threats like overfishing, which cause coral degradation and mortality [2,5]. However, the general efficacy of MPAs
in increasing coral reef resilience has never been tested.

Methodology/Principal Findings: We compiled a global database of 8534 live coral cover surveys from 1969-2006 to
compare annual changes in coral cover inside 310 MPAs to unprotected areas. We found that on average, coral cover within
MPAs remained constant, while coral cover on unprotected reefs declined. Although the short-term differences between
unprotected and protected reefs are modest, they could be significant over the long-term if the effects are temporally
consistent. Our results also suggest that older MPAs were generally more effective in preventing coral loss. Initially, coral
cover continued to decrease after MPA establishment. Several years later, however, rates of coral cover decline slowed and
then stabilized so that further losses stopped.

Conclusions/Significance: These findings suggest that MPAs can be a useful tool not only for fisheries management, but
also for maintaining coral cover. Furthermore, the benefits of MPAs appear to increase with the number of years since MPA
establishment. Given the time needed to maximize MPA benefits, there should be increased emphasis on implementing
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new MPAs and strengthening the enforcement of existing MPAs.
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Introduction

A variety of human activities have caused the recent global
decline of reef-building corals [1,2,6]. Coral loss has cascading
effects throughout reef ecosystems leading to subsequent changes
in the population dynamics of reef inhabitants [7,8]. In spite of
their socio-economic and ecological importance, [2,3], we have
few proven solutions and tools to enable local and regional
managers to mitigate coral loss.

By limiting or preventing fishing and other extractive activities,
Marine Protected Areas (MPAs) have been relatively successful in
restoring populations of overharvested fish and invertebrates [4].
The success of tropical MPAs in protecting fish [9] has led to
optimism that they may also have positive, indirect effects on
corals [2,5]. MPAs could benefit corals indirectly by preventing
overfishing and restoring coral reef food webs [3,6,10]. More
intact food webs could prevent outbreaks of coral predators [11]
and, in some cases, may limit the coverage of macroalgae by
restoring grazer populations, which could in turn facilitate coral
recruitment [12,13]. More directly, MPAs could prevent destruc-
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tive fishing practices, anchor damage, and terrestrial run-off if they
include a terrestrial component that reduces sedimentation and
nutrient pollution.

However, protection within MPAs may not necessarily result in
positive effects on coral cover. Coral loss that is driven by regional
or global stressors like climate change and coral disease outbreaks
seems unlikely to be mitigated by MPAs or other local manage-
ment actions [14,15]. Indeed, several studies of individual reefs or
small groups of reefs have found that MPAs do not prevent coral
loss and other forms of reef degradation [7,15,16,17].

In spite of the importance of reducing coral losses, no global
analyses have explored the potential role of MPAs in reducing
coral decline. Coral cover, or the percentage of hard substrate
covered by living coral tissue, is a key measure of coral ecosystem
health. We compiled a global coral cover database to determine
whether changes in benthic coverage by living scleractinian (stony)
corals differed within MPAs compared to unprotected reefs. We
also examined the potential influence of location (ocean basin) and
years since MPA implementation on the mitigation of coral loss by
MPAs.
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Methods

We compiled a comprehensive global database to compare
long-term changes (1969 to 2006) in coral cover from 5170
independent surveys inside 310 MPAs around the world to 3364
surveys of unprotected reefs (Fig. 1). Surveys were from 4456 reefs
across 83 different countries, although a few well-surveyed
countries were more represented in the dataset. For example, of
the 8534 surveys that were conducted globally, 2025 surveys were
from the Great Barrier Reef. We had 993 surveys that were
repeated at least twice with 306 in the Caribbean and 687 in the
Indo-Pacific. When we compiled our database, reef surveys were
included regardless of the purpose of the study. The MPAs in our
analysis covered a large range of ages, sizes and degrees of
enforcement (Text S1; Fig. S1). The surveys in the database were
conducted across more than 40 years in the Caribbean and more
than 30 years in the Indo-Pacific. This long temporal range
allowed us to compare coral cover with the number of years of
protection at the time of the survey.

We constructed different multi-level models to compare changes
in coral cover over time between MPA and non-MPA reefs and to
determine how the number of years of protection in MPAs
affected temporal changes in coral cover. Multi-level models use
parameters that can vary at more than one level. We used this
approach to incorporate the spatial and temporal structure (i.c.
spatial clustering and repeated sampling on some reefs) in the coral
cover data. We then determined the necessary random effects and
additional predictors to incorporate into the model using Akaike
Information Ciriterion. Because change in coral cover is often
dependent on initial coral cover [18], we estimated coral cover
change using estimated cover in the previous year for each year in
all of our models. Therefore, the difference in change in coral
cover in protected versus unprotected areas can vary by year
according to our data (Text S1).

For the ‘MPA versus non-MPA model’, we grouped protected
reefs within each MPA with all unprotected reefs within 200 km
(Fig. S2). This approach allowed us to compare the trends within
each MPA to the population of ‘control’ reefs within the 200 km
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buffer rather than selecting a single unprotected reef, which could
mtroduce site selection biases and a variety of other problems
[19,20]. We grouped MPA surveys with non-MPA surveys so that
we maximized our sample size (the number of possible groupings
of MPA and non-MPA surveys) without greatly increasing the
variability within the grouping. As distance from the MPA reefs
increases, reefs are likely to be experiencing different environments
and could also be compositionally and structurally distinct.
Including more distant reefs could therefore increase heterogeneity
and variability with the spatial group enough to make it difficult to
detect an effect of protection. We used loglikelihood analysis to
determine that an optimal distance for grouping MPAs with non-
MPAs was 200 km (Fig. S2; Text S1).

For the ‘years of protection model’, which only included surveys
on reefs within MPAs, we built two sub-models: one for the
protected Caribbean reefs and the other for all the protected reefs
in the Indian and Pacific Oceans (hereafter Indo-Pacific). We used
these models to assess whether the number of years of protection
affected changes in coral cover within MPAs. When we explored
different model forms using generalized additive mixed models for
the two ocean basins, we found that a linear model was sufficient
for the Caribbean (Fig. S5A), but a non-linear changepoint or
breakpoint model [21] was needed for the Indo-Pacific (Fig. S5B).

The final AIC-recommended models for both the MPA versus
non-MPA model and the years of protection models for the
Caribbean and Indo-Pacific were refit as Bayesian models to
obtain more realistic estimates of parameter precision [22; Figs.
S3, S4, Text S1]. We calculated rates of change in coral cover for
individual reefs and MPAs as well as population-averages across all
reefs and MPAs using the final multilevel statistical models (Figs. 2,
$4) and calculated R? for both (Table S1-Table S2). These
calculations allowed us to examine trends across reefs and to
compare the modeled patterns to observed data (Fig. 2).

Most local studies of MPA efficacy compare population or
community parameters within the protected area to a nearby,
unprotected control site. Although these single-site studies can be
powerful tests of the efficacy of a single MPA, there can be biases
caused by MPA site selection or problems identifying suitable

Figure 1. Location of unprotected (orange) and protected (purple) reef coral cover survey sites.

doi:10.1371/journal.pone.0009278.g001
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Figure 2. Comparisons of the average coral cover per year as
predicted by the models. Simulated data sets (light grey lines) with
the observed mean coral cover per year (thick black line) for (A) MPA
versus control model, (B) MPA-only Caribbean years of protection
model, and (C) MPA-only Indo-Pacific years of protection model. The
histograms at the bottom of the figures display the relative sample sizes
at each year for the actual data. In all models, the earlier years had less
data and therefore exhibit more variation in behavior. In the ‘year of
protection’ models there was not sufficient data to accurately estimate
percent coral cover so the simulation results begin in later years. Note
that the right y-axes are different in each of the plots due to the varying
number of observations in each model.

doi:10.1371/journal.pone.0009278.9g002

independent control sites that make interpreting and generalizing
the results of such studies problematic [19,20]. The multi-level
modeling approach allowed us to investigate both individual and
population-average reef and MPA trends, while taking into
account the temporal and spatial structure in the data (Fig. 2).
With our analysis, we fit the model to all the available data even
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for those reefs that were surveyed once or only a few times [23].
Calculating these population-averages is particularly important for
determining regional scale patterns because long-term monitoring
data do not exist globally for many reefs. Locations with more
long-term data are weighted more heavily, but even reefs with one
survey were also able to be included in the model. To test whether
the MPAs that we included in our analyses were not preferentially
located on reefs that were naturally more resilient, i.e. a site-
selection bias, we compared coral cover on MPA and non-MPA
reefs within the first five years of MPA establishment.

Results and Discussion

We found that MPAs can be effective in preventing coral losses.
There was no change in coral cover over time across all reefs within
MPAs over 38 years. In contrast, coral cover on unprotected reefs
continued to decline throughout this period. Our analyses also
enabled us not only to examine these overall long-term patterns
(Fig. 2), but also the difference in coral cover change in protected
versus unprotected reefs for individual years based on the modeled
percentage coral cover in the previous year (Fig. 3). For example,
from 2004 to 2005, the most recent, complete year in our database,
coral cover within MPAs increased by 0.05% in the Caribbean and
0.08% in the Pacific and Indian Oceans (Fig. 3). In contrast, average
declines on unprotected reefs from 2004-2005 ranged from 0.27%
in the Caribbean to 0.41% and 0.43% in the Indian Pacific Oceans,
respectively (Fig. 3). Although the year-to-year changes in coral
cover may seem trivial over the short-term, the cumulative effects
could be substantial over several decades.

The effectiveness of MPAs in preventing coral loss was strongly
dependent on the duration of protection. This finding is consistent
with previous work on commercial fish stocks in Europe and
southern Australian reef communities that found that the positive
effects of MPAs increased with the number of years of protection
[24,25]. We calculated the relationship between the 1-year change
in coral cover and the number of years of protection (Fig. 4). In the
Caribbean, coral cover continued to decline for approximately 14
years after protection began (Fig. 4A), possibly due to the time
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Figure 3. The change in percent coral cover from 2004 to 2005
inside and outside of MPAs. The 95% credibility intervals (error bars)
are also shown. Reefs protected in MPAs had slightly positive changes
in percent coral cover, although not significantly different from zero
(dashed line). Percent coral cover was obtained by back-transforming
the predicted logit from the model.
doi:10.1371/journal.pone.0009278.g003
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Figure 4. The effect of the number of years of protection on the 1-year change in coral cover and number of observation. Coral cover
change rates are shown in the (A) Caribbean and (B) Indo-Pacific with the 95% credibility intervals (light grey bands) and the 50% credibility intervals
(dark grey bands) as well as the median (white line) of the posterior distributions of the year of protection models using all years of data and 2005
coral cover change rates. The number of years of protection by observations (surveys) in the (C) Caribbean and (D) Indo-Pacific show that most
surveys have been performed when MPAs have been established for 15 years or less.

doi:10.1371/journal.pone.0009278.g004

required for fish stocks to rebound from previous exploitation [26].
Coral cover change rates then stopped declining and began to
increase with the number of years since MPA implementation
(Fig. 4A). The coral cover change rates also began to exhibit some
leveling-off as the number of years of protected became greater, a
finding that is consistent with several studies of protection on reef
fish [26,27,28] and at least one field study on coral cover [29],
which found that population recovery reached a saturation point.
Because many reef-building corals are slow-growing, recovery
rates and coral cover change will be influenced by the life history
and growth rates of locally dominant species. A rebound in coral
cover may also reflect a shift to faster-growing or more stress-
tolerant species or genotypes and a subsequent change in species
composition [30].

@ PLoS ONE | www.plosone.org

The effects of MPA duration were somewhat different in the
Indo-Pacific. Coral cover inside Indo-Pacific MPAs continued to
decline for the first 5 years following MPA implementation. Coral
cover then began to increase to relatively high rates of approxi-
mately 2% annually until around 22 years of protection (20.0-24.9
years 95% credibility interval; Fig. 4B). This strong, positive effect of
MPAs on coral recovery ended after two decades of protection
(Fig. 4B). This decline or “reset” coincided with a cohort of reefs
that had been protected for 20-25 years when the strong El Nifio of
1998 occurred (Fig. 4B, 4D). The 1998 El Nifio caused high coral
mortality across the Indo-Pacific, even on reefs within MPAs
[7,15,31]. This result supports previous studies that indicate that
MPAs may not always protect corals from broad-scale natural and
anthropogenic disturbances such as ocean warming [15], large
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storms and outbreaks of diseases [14,32]. In spite of the decrease in
MPA benefits following these severe disturbance events, our finding
suggest that older MPAs do increase overall coral resilience because
the rate of change in coral cover returns to change rates not
significantly different from zero (Fig. 4B).

The creation of MPAs is usually based on complex negotiations
among a variety of stakeholders including scientists, managers,
politicians, conservation groups and fishers that have not
previously used conservation criteria as the primary data for
selecting MPA locations [33,34,35,36]. Unfortunately, few MPAs
have documents that report the guidelines that were used in the
delineation of reserve boundaries, but it seems reasonable to
assume that to some degree, reefs are often selected for protection
based on some attribute that elevated their conservation value
relative to other candidate reefs, i.e., high coral cover or proximity
to a tourist area. Bias in MPA site selection could influence the
detection of a positive MPA effect because MPAs may have
initially been located where reefs were ‘“healthier” or less
frequently disturbed by natural disturbances, e.g., by storms. On
the other hand, the political complexities of creating MPAs can
also select for places that are less optimal for conservation because
they are placed in areas that have less conflict with local fishers or
other economic interests [25,34]. Similarly, “unhealthier” reefs
may have been selected for protection because of attempts to
restore previously healthy ecosystems [37] or fisheries [38].

More recent strategies for selecting sites for MPAs have focused
on maximizing conservation goals while creating a participatory
process that addresses the concerns of a variety of stakeholders [35].
However, to our knowledge, these processes have only been
implemented within the last 5 years for most of our study areas
[35,39]. Even for The Great Barrier Reef Marine Park, which
changed its zoning in 2004 to increase connectivity and the percent
of reefs in no-take areas [39], nearly all of our survey data pre-dated
the new zoning. Complementing these approaches are also current
efforts to identify and protect reefs that exhibit some degree of
natural resistance or resilience to disturbances such as climate
change [40,41]. However, there is not yet evidence that sites based
on these criteria are outperforming other areas, although there may
not have been sufficient time to detect a positive effect.

We included data in our analyses without regard to the purpose
of the study or the location of the MPA. With the large sample size
of our analyses, biases in site selection would have to have been
occurring not only across years, but also across countries with
different management goals and socioeconomic structures. Ideally,
we could test for biases by looking at differences in coral cover
before and after the establishment of MPAs [20]. However, there
are very few cases where this type of monitoring has been done. As
an alternative approach, we compared the percent coral cover
within the first five years of MPA establishment and found no
significant difference between coral cover in MPAs (mean = 32.4)
versus non-MPA (mean=30.2) (Welch Two Sample t-test;
t=—0.5007, df =45.47, p-value = 0.69). This finding suggests that
there should be no bias in our results because of differences in the
initial percent coral cover values inside and outside of MPAs.

Several recent studies of individual reefs or groups of reefs at
broader scales have failed to find a positive effect of MPA on coral
cover [7,15,16,17]. Indeed, previous research indicates that there
can be substantial reef-to-reef heterogeneity at local scales [42,43],
which may make it difficult to detect an effect of protection.
Relatively small sample sizes in some of these studies may have
meant that there was too little power to detect positive effects on
coral cover. Comparatively small annual effects and the short
duration of most single MPA versus non-MPA comparisons may
also have complicated efforts to find an MPA effect. Although we
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also found relatively subtle differences between the annual coral
cover rates between MPA and non-MPAs area, the cumulative
benefits over time could be quite substantial. For example, over 30
years, if coral reefs in the Indo-Pacific continued to decline at
approximately 0.4% per year as they did in 2005 (Fig. 3),
hypothetically an additional 12% coral cover would be lost whereas
coral cover on protected reefs could remain relatively unchanged.

Our results may even be a conservative estimate of MPA
benefits because many tropical MPAs have poor enforcement of
their regulations [44] and most MPAs have only recently been
established [45]. Some of the reefs we categorized as being in
MPAs are probably essentially unprotected. Levels of enforcement
are rarely quantified or reported, so we could not exclude poorly
managed MPAs from our analyses or include the degree of
enforcement as a covariate in our statistical models. Almost 60%
of the surveys in our analysis were from MPAs that were less than
15 years old (Figs. 4C and 4D). Since benefits may increase with
MPA age, the general benefit of MPAs could be greater than our
estimates. In addition, only 13.4% of reefs are currently protected
in non-extractive or multi-use MPAs and only 1.4% are in no-take
reserves [45]. Protecting a greater percentage of reefs could lead
not only to increased coral cover, but also to positive, synergistic
effects of having more connected populations protected. Regard-
less, assessing the capacity of the current MPA network to improve
coral reef condition is important for galvanizing future efforts to
tighten enforcement and expand the overall area of protected
reefs.

MPAs can play a critical role in the protection of coral reef
ecosystems, particularly fisheries [4,10]. Our results suggest that
MPAs are also generally effective in reducing or preventing coral
loss. Nonetheless, we were not able to assess their effects on other
metrics of reef health including changes in other key taxonomic
species [46], coral composition, richness, reef heterogeneity and
other factors that could also indicate that there has been a decline
in reef health [47,48,49]. MPA benefits may appear modest in the
short term, but over several decades could lead to large and highly
ecologically significant increases in coral cover as the cumulative
importance of small annual effects becomes more important and
the number of years of MPA protection increases. However, it
remains to be seen whether the observed benefits of MPAs are
sufficient to offset coral losses from major disease outbreaks and
bleaching events, both of which are predicted to increase in
frequency with climate change [18,50]. Given the time lag for
maximizing MPA effectiveness, implementing new MPAs and
increasing enforcement should help maximize the ability of MPAs
to prevent future coral loss.

Supporting Information

Text S1 Supporting methods
Found at: doi:10.1371/journal.pone.0009278.s001 (0.11 MB
DOC)

Figure S1 The number of reefs by the year of MPA
establishment for the (A) Caribbean and (B) Indo-Pacific.
Found at: doi:10.1371/journal.pone.0009278.s002 (0.58 MB TTF)

Figure 82 The relationship between the MPA effect on slope
(change in coral cover) and the distance of non-MPAs surveys
from MPAs. The loglikelihood (solid black line) is maximized at
200 km, where approximately 60% of the non-MPA data has been
paired in a structural unit with MPA data (dashed green line).
MPA effect on slope and confidence intervals (grey dashed line) do
not vary significantly with distance.

Found at: doi:10.1371/journal.pone.0009278.s003 (0.54 MB TTF)
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Figure 83 AIC values for all models examined. The best model
is the one with the smallest AIC value. In this case, the best model
1s one in which MPA modifies the slope and intercept and ocean
modifies the intercept only. Models with AICs that exceed 18650
are designated with arrows.

Found at: doi:10.1371/journal.pone.0009278.s004 (0.39 MB TTF)

Figure 84 Coecflicient estimates for the MPA versus non-MPA
model. The 95% credibility intervals (thin light grey line) and the
50% credibility intervals (thick dark grey line) as well as point
estimates (median) of the posterior distributions for all parameters
in the MPA versus non-MPA model using a Bayesian approach to
fit the model. There is a 95% probability that the true value lies
within the 95% credibility interval. The MPA x 10-Year Trend
term should be contrasted with the 10-Year Trend term, which is
the trend for non-MPAs. The MPA x 10-Year Trend term is an
effect and gets added to the 10-Year Trend term when MPA =1 to
obtain the trend for MPAs.

Found at: doi:10.1371/journal.pone.0009278.s005 (0.41 MB TIF)

Figure 85 Generalized additive mixed models (non-parametric
estimation) for the (A) Caribbean and (B) Indo-Pacific. There 1s no
evidence of a changepoint in the Caribbean, but there is in the
Indo-Pacific. The 95% confidence intervals are shown with dashed
lines. The models have been smoothed with a 5-year running
mean.

References

1. Sebens KP (1994) Biodiversity of coral-reefs - what are we losing and why.
American Zoologist 34: 115-133.

2. Hughes TP, Baird AH, Bellwood DR, Card M, Connolly SR, et al. (2003)
Climate change, human impacts, and the resilience of coral reefs. Science 301:
929-933.

3. Bellwood DR, Hughes TP, Folke C, Nystrom M (2004) Confronting the coral
reef crisis. Nature 429: 827-833.

4. Halpern BS (2003) The impact of marine reserves: do reserves work and does
reserve size matter? Ecological Applications 13: S117-S137.

5. Mumby PJ, Dahlgren CP, Harborne AR, Kappel CV, Micheli F, et al. (2006)
Fishing, trophic cascades, and the process of grazing on coral reefs. Science 311:
98-101.

6. Pandolfi JM, Bradbury RH, Sala E, Hughes TP, Bjorndal KA, et al. (2003)
Global trajectories of the long-term decline of coral reef ecosystems. Science 301:
955-958.

7. Jones GP, McCormick MI, Srinivasan M, Eagle JV (2004) Coral decline
threatens fish biodiversity in marine reserves. Proceedings of the National
Academy of Sciences of the United States of America 101: 8251-8253.

8. Cinner JE, McClanahan TR, Graham NAJ, Pratchett MS, Wilson SK, et al.
(2009) Gear-based fisheries management as a potential adaptive response to
climate change and coral mortality. Journal of Applied Ecology 46: 724-732.

9. Roberts CM, Bohnsack JA, Gell F, Hawkins JP, Goodridge R (2001) Effects of
marine reserves on adjacent fisheries. Science 294: 1920-1923.

10. Knowlton N, Jackson JBC (2008) Shifting baselines, local impacts, and global
change on coral reefs. PloS Biology 6: 215-220.

11. Sweatman H (2008) No-take reserves protect coral reefs from predatory starfish.
Current Biology 18: R598-R599.

12. Mumby PJ, Harborne AR, Williams J, Kappel CV, Brumbaugh DR, et al.
(2007) Trophic cascade facilitates coral recruitment in a marine reserve.
Proceedings of the National Academy of Sciences of the United States of
America 104: 8362-8367.

13. Hughes TP, Rodrigues MJ, Bellwood DR, Ceccarelli D, Hoegh-Guldberg O, et
al. (2007) Phase shifts, herbivory, and the resilience of coral reefs to climate
change. Current Biology 17: 360-365.

14. Aronson RB, Precht WF (2006) Coonservation, precaution, and Caribbean reefs.
Coral Reefs 25: 441-450.

15. Graham NAJ, McClanahan TR, MacNeil MA, Wilson SK, Polunin NVC, et al.
(2008) Climate warming, marine protected areas and the ocean-scale integrity of
coral reef ecosystems. PLoS ONE 3: ¢3039.

16. McClanahan TR (2008) Response of the coral reef benthos and herbivory to
fishery closure management and the 1998 ENSO disturbance. Oecologia 155:
169-177.

17. Kramer KL, Heck KL (2007) Top-down trophic shifts in Florida Keys patch reef
marine protected areas. Marine Ecology-Progress Series 349: 111-123.

18. Bruno JF, Selig ER, Casey KS, Page CA, Willis BL, et al. (2007) Thermal stress
and coral cover as drivers of coral disease outbreaks. PloS Biology 5: 1220—
1227.

@ PLoS ONE | www.plosone.org

MPAs Can Slow Coral Loss

Found at: doi:10.1371/journal.pone.0009278.s006 (0.55 MB TTF)

Table S1 R’ for MPA versus non-MPA model. NA denotes the
lack of a predictor for the calculation of R”.

Found at: doi:10.1371/journal.pone.0009278.s007 (0.02 MB
DOC)

Table $2 R’ for MPA-only models in the Caribbean and Indo-
Pacific. R? can only be calculated at level 1 for these models.
Found at: doi:10.1371/journal.pone.0009278.s008 (0.02 MB
DOC)

Acknowledgments

This analysis would not have been possible without the hard work of all of
the scientists and volunteers who have conducted coral cover surveys. We
also thank T. Jobe, T. Kristiansen, J. Lang, M. O’Connor, W. Turner, J.
Weiss, and P. White, and two anonymous reviewers for helpful comments
on the manuscript as well as V. Schutte for helping to create the coral cover
database. In addition, the Great Barrier Reef Marine Park Authority and
the Nature Conservancy contributed data on MPA boundaries.

Author Contributions

Conceived and designed the experiments: ERS JFB. Performed the
experiments: ERS JFB. Analyzed the data: ERS. Contributed reagents/
materials/analysis tools: ERS JFB. Wrote the paper: ERS JFB.

19. Willis TJ, Millar RB, Babcock RC, Tolimieri N (2003) Burdens of evidence and
the benefits of marine reserves: putting Descartes before des horse?
Environmental Conservation 30: 97-103.

20. Osenberg CW, Schmitt RJ, Holbrook SJ, Abu-Saba KE, Flegal AR (1994)
Detection of environmental impacts: natural variability, effect size, and power
analysis. Ecological Applications 4: 16-30.

21. Toms JD, Lesperance ML (2003) Piecewise regression: a tool for identifying
ccological thresholds. Ecology 84: 2034-2041.

22. Lunn DJ, Thomas A, Best N, Spiegelhalter D (2000) WinBUGS - a Bayesian
modelling framework: concepts, structure, and extensibility. Statistics and
Computing 10: 325-337.

23. McMahon SM, Diez JM (2007) Scales of association: hierarchical linear models
and the measurement of ecological systems. Ecology Letters 10: 437-452.

24. Claudet J, Osenberg CW, Benedetti-Cecchi L, Domenici P, Garcia-Charton JA,
et al. (2008) Marine reserves: size and age do matter. Ecology Letters 11:
481-489.

25. Edgar GJ, Barrett NS, Stuart-Smith RD (2009) Exploited reefs protected from
fishing transform over decades into conservation features otherwise absent from
seascapes. Ecological Applications 19: 1967-1974.

26. McClanahan TR, Graham NAJ, Calnan JM, MacNeil MA (2007) Toward
pristine biomass: reef fish recovery in coral reef marine protected areas in
Kenya. Ecological Applications 17: 1055-1067.

27. Abesamis RA, Russ GR (2005) Density-dependent spillover from a marine
reserve: long-term evidence. Ecological Applications 15: 1798-1812.

28. Maliao R]J, Webb EL, Jensen KR (2004) A survey of stock of the donkey’s ear
abalone, Haliotis asinina L. in the Sagay Marine Reserve, Philippines: evaluating
the effectiveness of marine protected area enforcement. Fisheries Research 66:
343-353.

29. Halford A, Cheal AJ, Ryan D, Williams DM (2004) Resilience to large-scale
disturbance in coral and fish assemblages on the Great Barrier Reef. Ecology 85:
1892-1905.

30. Aronson RB, MacIntyre 1G, Wapnick CM, O’Neill MW (2004) Phase shifts,
alternative states, and the unprecedented convergence of two reef systems.
Ecology 85: 1876-1891.

31. Berkelmans R, De’ath G, Kininmonth S, Skirving WJ (2004) A comparison of
the 1998 and 2002 coral bleaching events on the Great Barrier Reef: spatial
correlation, patterns, and predictions. Coral Reefs 23: 74-83.

32. Jameson SC, Tupper MH, Ridley JM (2002) The three screen doors: can marine
“protected” areas be effective? Marine Pollution Bulletin 44: 1177-1183.

33. Jones PJS (2001) Marine protected area strategies: issues, divergences and the
search for middle ground. Reviews in Fish Biology and Fisheries 11: 197-216.

34. Edgar GJ, Bustamante RH, Farina JM, Calvopina M, Martinez C, et al. (2004)
Bias in evaluating the effects of marine protected areas: the importance of
baseline data for the Galapagos Marine Reserve. Environmental Conservation
31: 212-218.

35. Airame S, Dugan JE, Lafferty KD, Leslie H, McArdle DA, et al. (2003) Applying
ecological criteria to marine reserve design: A case study from the California
Channel Islands. Ecological Applications 13: S170-S184.

February 2010 | Volume 5 | Issue 2 | 9278



36.

37.

38.

39.

40.

41.

42.

Roberts CM (2000) Selecting marine reserve locations: Optimality versus
opportunism. Bulletin of Marine Science 66: 581-592.

Keller BD, Causey BD (2005) Linkages between the Florida Keys National
Marine Sanctuary and the South Florida Ecosystem Restoration Initiative.
Ocean & Coastal Management 48: 869-900.

Ault JS, Bohnsack JA, Smith SG, Luo JG (2005) Towards sustainable
multispecies fisheries in the Florida, USA, coral reef ecosystem. Bulletin of
Marine Science 76: 595-622.

Fernandes L, Day J, Lewis A, Slegers S, Kerrigan B, et al. (2005) Establishing
representative no-take areas in the Great Barrier Reef: Large-scale implemen-
tation of theory on marine protected areas. Conservation Biology 19:
1733-1744.

West JM, Salm RV (2003) Resistance and resilience to coral bleaching:
implications for coral reef conservation and management. Conservation Biology
17: 956-967.

McLeod E, Salm R, Green A, Almany J (2009) Designing marine protected area
networks to address the impacts of climate change. Frontiers in Ecology and the
Environment 7: 362-370.

Bruno JF, Selig ER (2007) Regional decline of coral cover in the Indo-Pacific:
timing, extent, and subregional comparisons. PLoS ONE 2: e711.

@ PLoS ONE | www.plosone.org

43.

44,

46.

47.

48.

49.

50.

MPAs Can Slow Coral Loss

Edmunds PJ, Bruno JF (1996) The importance of sampling scale in ecology:
kilometer-wide variation in coral reef communities. Marine Ecology-Progress
Series 143: 165-171.

McClanahan TR (1999) Is there a future for coral reef parks in poor tropical
countries? Coral Reefs 18: 321-325.

. Mora C, Andrefouet S, Costello MJ, Kranenburg C, Rollo A, et al. (2006) Coral

reefs and the global network of marine protected areas. Science 312: 1750-1751.
Graham NAJ, Wilson SK, Jennings S, Polunin NVC, Robinson J, et al. (2007)
Lag effects in the impacts of mass coral bleaching on coral reef fish, fisheries, and
ecosystems. Conservation Biology 21: 1291-1300.

Alvarez-Filip L, Dulvy NK, Gill JA, Cote IM, Watkinson AR (2009) Flattening
of Caribbean coral reefs: region-wide declines in architectural complexity.
Proceedings of the Royal Society B-Biological Sciences 276: 3019-3025.
Aronson RB, Precht WF (2001) White-band disease and the changing face of
Caribbean coral reefs. Hydrobiologia 460: 25-38.

McClanahan TR, McField M, Huitric M, Bergman K, Sala E, et al. (2001)
Responses of algae, corals and fish to the reduction of macroalgae in fished and
unfished patch reefs of Glovers Reef Atoll, Belize. Cooral Reefs 19: 367-379.
Hoegh-Guldberg O, Mumby PJ, Hooten A]J, Steneck RS, Greenfield P, et al.
(2007) Coral reefs under rapid climate change and ocean acidification. Science

318: 1737-1742.

February 2010 | Volume 5 | Issue 2 | 9278



