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Benefits from marine reserves: where are we? Marine resources are declining at an alarming rate [START_REF] Mccauley | Marine defaunation: Animal loss in the global ocean[END_REF][START_REF] Worm | Averting a global fisheries disaster[END_REF], with more than half of the oceanic area exploited by industrial fishing [START_REF] Kroodsma | Tracking the global footprint of fisheries[END_REF]. In response, marine protected areas (MPAs) have been established in an effort to conserve biodiversity and sustain fisheries [START_REF] Gaines | Designing marine reserve networks for both conservation and fisheries management[END_REF][START_REF] Edgar | Global conservation outcomes depend on marine protected areas with five key features[END_REF][START_REF] Krueck | Marine reserve targets to sustain and rebuild unregulated Fisheries[END_REF][START_REF] Lubchenco | Making waves: The science and politics of ocean protection[END_REF]. Yet, only 3.7 % of the ocean is presently covered by MPAs and less than 2% by no-take MPAs (referred to as marine reserves [START_REF] Costello | Biodiversity conservation should focus on no-take Marine Reserves[END_REF]) specifically (mpatlas.org; [START_REF] Sala | Assessing real progress towards effective ocean protection[END_REF]). Despite the recent establishment of largescale MPAs (>100,000 km 2 ) [START_REF] O'leary | Addressing criticisms of large-scale Marine Protected Areas[END_REF], the current trend of protection is not keeping pace with the increasing human footprint on marine resources [START_REF] Watson | Marine foods sourced from farther as their use of global ocean primary production increases[END_REF][START_REF] Halpern | Spatial and temporal changes in cumulative human impacts on the world's ocean[END_REF]. In particular, the Aichi Biodiversity Target 11 established by the Convention of Biological Diversity to protect at least 10% of the ocean by 2020 is unlikely to be achieved [START_REF] Sala | Assessing real progress towards effective ocean protection[END_REF][START_REF] Tittensor | A mid-term analysis of progress toward international biodiversity targets[END_REF][START_REF] Marco | Global biodiversity targets require both sufficiency and efficiency[END_REF]. In consideration of the ever-growing human population, fishing technological developments and per capita consumption rates, a new target of 30% protected area by 2030 was proposed at the 2016 International Union for Conservation Nature (IUCN) World Conservation Congress in line with scientific advice [START_REF] Krueck | Marine reserve targets to sustain and rebuild unregulated Fisheries[END_REF][START_REF] O'leary | Effective coverage targets for ocean protection[END_REF]. There is thus an urgent need to better understand the full range of benefits provided by marine reserves to optimize future conservation efforts.

Theoretical and empirical studies support the positive effects of marine reserves within their boundaries and in their vicinity [START_REF] Gell | Benefits beyond boundaries: the fishery effects of marine reserves[END_REF][START_REF] Lester | Biological effects within no-take marine reserves: a global synthesis[END_REF][START_REF] Stobart | Long-term and spillover effects of a marine protected area on an exploited fish community[END_REF][START_REF] Sciberras | Evaluating the relative conservation value of fully and partially protected marine areas[END_REF]. Indeed, marine reserves unambiguously host more and larger -and thus more fertile -individuals than fished areas (e.g. [START_REF] Edgar | Global conservation outcomes depend on marine protected areas with five key features[END_REF][START_REF] Diaz | A 25-year marine reserve as proxy for the unfished condition of an exploited species[END_REF][START_REF] Macneil | Recovery potential of the world's coral reef fishes[END_REF]). They also contribute to preserve genetic diversity [START_REF] Perez-Ruzafa | Effects of fishing protection on the genetic structure of fish populations[END_REF], increase human wellbeing [START_REF] Coulthard | Exploring 'islandness' and the impacts of nature conservation through the lens of wellbeing[END_REF], alleviate poverty [START_REF] Gurney | Poverty and protected areas: An evaluation of a marine integrated conservation and development project in Indonesia[END_REF] and facilitate adaptation to climate change [START_REF] Roberts | Marine reserves can mitigate and promote adaptation to climate change[END_REF]. In addition, when properly designed and enforced, they have the potential to increase catches of commercial species in surrounding fishing grounds [START_REF] Kerwath | Marine protected area improves yield without disadvantaging fishers[END_REF][START_REF] Franco | Five key attributes can increase marine protected areas performance for small-scale fisheries management[END_REF] due to juvenile or adult spillover (see glossary) [START_REF] Abesamis | Density-dependent spillover from a marine reserve: Long-term evidence[END_REF][START_REF] Goni | Net contribution of spillover from a marine reserve to fishery catches[END_REF]. However, such direct benefits have been typically documented at short distances from reserve boundaries, i.e. from a few hundred meters to less than 40 km [16, 30 , 31]. In contrast, little is known about the benefits of marine reserves in areas that are 40 to hundreds of kilometers away from their boundaries [START_REF] Williamson | Large-scale, multidirectional larval connectivity among coral reef fish populations in the Great Barrier Reef Marine Park[END_REF].

The concept of long-distance (>40 km) dispersal is not new in marine ecology and the oceans have been assumed to function as mostly open, well-connected systems until the last two decades [START_REF] Roberts | Connectivity and management of Caribbean coral reefs[END_REF][START_REF] Mora | Are populations of coral reef fish open or closed?[END_REF], when evidence of local recruitment started to accumulate [START_REF] Jones | Self-recruitment in a coral reef fish population[END_REF][START_REF] Swearer | Larval retention and recruitment in an island population of a coral-reef fish[END_REF]. However, the large-scale impacts of marine reserves resulting from long-distance dispersal of larvae [START_REF] Andrello | Global mismatch between fishing dependency and larval supply from marine reserves[END_REF], juveniles and adults [START_REF] Christie | Parentage in natural populations: novel methods to detect parentoffspring pairs in large data sets[END_REF] are still poorly documented. The potential for long-distance dispersal is highest for pelagic species, which is consistent with their widespread geographic distributions [START_REF] Costello | Marine biogeographic realms and species endemicity[END_REF]. Yet, recent findings based on telemetry and genetic tools indicate that benthic and demersal species (hereafter called benthos), including those in the deep sea, can also disperse up to hundreds of kilometers [START_REF] Williamson | Large-scale, multidirectional larval connectivity among coral reef fish populations in the Great Barrier Reef Marine Park[END_REF][START_REF] Simpson | Long-distance dispersal via ocean currents connects omani clownfish populations throughout entire species range[END_REF][START_REF] Christie | Larval connectivity in an effective network of Marine Protected Areas[END_REF][START_REF] Espinoza | Contrasting movements and connectivity of reef-associated sharks using acoustic telemetry: implications for management[END_REF]. This recognition of high dispersal capabilities calls for more studies on the effect of dispersal far from reserves and for a better integration of long-distance dispersal in the design of reserve networks.

Here we review the potential long-distance benefits of marine reserves, including those provided by relatively rare long-distance dispersal events. We focus on the benthos since their adult stages can be more easily assigned to protected versus non-protected areas compared to pelagic species which have large home ranges, often larger than most MPAs [START_REF] Daly | Refuges and risks: Evaluating the benefits of an expanded Marine Protecte Area network for mobile apex predators[END_REF]. First, through an extensive literature screening, we characterize the spatial scale of dispersal for the benthos. We then discuss how existing methods can be enhanced to expand the scale of connectivity analyses. Finally, we discuss the potential long-distance benefits of marine reserves for both conservation and fisheries and how a well-connected network can enhance those benefits. Spatial scale of dispersal and connectivity in the marine realm: do we capture the full picture?

We define marine connectivity as the exchange of individuals among marine populations [START_REF] Cowen | Scaling of connectivity in marine populations[END_REF]. This exchange can take place through dispersal of individuals as larvae, juveniles, or adults. When individuals reproduce successfully thereafter, demographic connectivity translates into genetic connectivity. Determining the spatial scale of marine connectivity is crucial for our understanding of the population dynamics, genetic structure and biogeography of marine organisms, and accordingly for the design of marine reserves.

To obtain a global estimate of the spatial scale of marine connectivity for the benthos, we conducted an extensive -but non-exhaustive -literature review over the last decade in the ISI Web of Science (supplementary text S1, supplementary file S1). Of the 460 papers identified, 130 were included in our meta-analysis as they contain information about maximum sampling geographic range and maximum inferred demographic or genetic connectivity for a total of 243 species.

The different methods used to estimate dispersal distance apply to different spatial and temporal scales (Table I of Box 1). The median potential dispersal distance averaged across all studies based on biophysical models (226 km, interquartile range = 160 -415 km, number of species = 56) was at least four times higher than the demographic (realized and effective) median dispersal distance (42 km, interquartile range = 27 -250 km, number of species = 55; Figure 1A; Box 1). These results indicate that studies are either overestimating potential dispersal or underestimating demographic dispersal, with some exceptions where both estimates are congruent (e.g. [START_REF] Costello | How sea lice from salmon farms may cause wild salmonid declines in Europe and North America and be a threat to fishes elsewhere[END_REF]). However, assessing the full spatial extent of dispersal is challenging due to the inherent difficulty of tracking or recapturing organisms over long distances. With a few exceptions (e.g. [START_REF] Williamson | Large-scale, multidirectional larval connectivity among coral reef fish populations in the Great Barrier Reef Marine Park[END_REF][START_REF] Christie | Larval connectivity in an effective network of Marine Protected Areas[END_REF][START_REF] Almany | Larval fish dispersal in a coral-reef seascape[END_REF]), most empirical studies of demographic connectivity were conducted at scales smaller than 40 km [START_REF] Hameed | Inverse approach to estimating larval dispersal reveals limited population connectivity along 700 km of wave-swept open coast[END_REF]. Estimating demographic connectivity at larger spatial scales and over multiple generations would require sampling significantly more individuals and in more distant populations, which would entail high, possibly prohibitive, costs. Genetic assignment approaches at the population level might be scaled-up more easily than mark-recapture or parentage analysis methods and constitute a promising approach when populations are genetically differentiated [START_REF] Paetkau | Microsatellite analysis of population-structure in Canadian polar bears[END_REF][START_REF] Manel | Assignment methods: matching biological questions with appropriate techniques[END_REF]. For example, putative first-generation migrants between two populations separated by 400 km were detected in the Omani Clownfish (Amphiprion omanensis) using assignment tests [START_REF] Simpson | Long-distance dispersal via ocean currents connects omani clownfish populations throughout entire species range[END_REF]. If populations are locally adapted, the use of genetic markers that are under divergent selection can contribute to increase the power of such approaches, and can even be used in the absence of neutral genetic structure [START_REF] Gagnaire | Using neutral, selected, and hitchhiker loci to assess connectivity of marine populations in the genomic era[END_REF]. Genetic isolation by distance at the population or individual level [START_REF] Puebla | On the spatial scale of dispersal in coral reef fishes[END_REF] provides dispersal estimates that are consistent with demographic dispersal estimates obtained from parentage analysis (Box 1) [START_REF] Pinsky | Marine dispersal scales are congruent over evolutionary and ecological time[END_REF]. When a reference genome and haplotype data are available, the consideration of admixture tracts [START_REF] Liang | The lengths of admixture tracts[END_REF] and blocks of identity by descent [START_REF] Browning | Identity by descent between distant relatives: detection and applications[END_REF] constitutes another promising avenue to detect recent dispersal events, that can also apply in isolation by distance contexts [START_REF] Ringbauer | Inferring recent demography from isolation by distance of long shared sequence blocks[END_REF].

Our literature review also reveals that genetic connectivity, based on Wright's Fixation Index (F ST ), tends to provide higher estimates than any other method (Figure 1A: median = 910 km, interquartile range = 315 -2346 km, number of species = 126). Yet, genetic connectivity differs from demographic connectivity as it integrates the effects, not just off migration, but also genetic drift, mutation and selection. Translating genetic connectivity into demographic estimates of dispersal is not straightforward [START_REF] Lowe | What can genetics tell us about population connectivity?[END_REF]. This notably implies estimating effective population sizes [START_REF] Beerli | Maximum likelihood estimation of a migration matrix and effective population sizes in n subpopulations by using a coalescent approach[END_REF] or assuming specific population genetic models that are often unrealistic in real-world situations [START_REF] Whitlock | Indirect measures of gene flow and migration: F ST not equal 1/(4Nm+1)[END_REF]. Furthermore, gene flow over large geographic distances might result from stepping-stone dispersal over multiple generations without necessarily implying direct long-distance dispersal events [START_REF] Saura | Stepping stones are crucial for species' long-distance dispersal and range expansion through habitat networks[END_REF].

Globally, the data show a universal positive correlation between the geographic sampling scale of the study and the maximum dispersal or connectivity averaged across all studies and organisms (R = 0.7, p <0.001; Figure 1B). The relation holds true when analyzing the data per type of dispersal estimate (potential vs. demographic vs. genetic). In 45 % of the studies, the dispersal distance was equal to the maximum geographic extent of the sampling. This reached 48 % when data were restricted to coastal fishes, 41 % for invertebrates and 41 % for deep sea organisms (Figure 1C). These results suggest that estimates are limited by the spatial scale of the sampling, resulting in a global underestimation of the extent of demographic and genetic connectivity.

For genetic connectivity, an absence of population structure can also result from a lack of statistical power to detect subtle population genetic structure when a small number of genetic markers are used. With the advent of next-generation sequencing technologies, this limitation can now be overcome by typing hundreds to millions of single nucleotide polymorphism markers [START_REF] Fischer | Estimating genomic diversity and population differentiationan empirical comparison of microsatellite and SNP variation in Arabidopsis halleri[END_REF][START_REF] Hodel | Adding loci improves phylogeographic resolution in red mangroves despite increased missing data: comparing microsatellites and RAD-Seq and investigating loci filtering[END_REF].

A variety of mechanisms can contribute to long-distance dispersal in marine ecosystems (Figure 2). Foremost, the hydrodynamic forces at play in the marine environment are expected to have a strong influence on the dispersal of pelagic larvae [START_REF] Gillespie | Long-distance dispersal: a framework for hypothesis testing[END_REF]. In addition, the conditions encountered in the pelagic environment might influence growth, survival and pelagic larval duration, all of which can in turn induce extreme values in spatial and temporal connectivity patterns. Active larval behavior can also play an important role for the benthos [START_REF] Faillettaz | Larval fish swimming behavior alters dispersal patterns from Marine Protected Areas in the North-Western Mediterranean Sea[END_REF][START_REF] Nanninga | Larval swimming capacities affect genetic differentiation and range size in demersal marine fishes[END_REF]. Extreme events, such as tsunamis [START_REF] Carlton | Tsunami-driven rafting: Transoceanic species dispersal and implications for marine biogeography[END_REF], and oceanographic eddies and fronts [START_REF] Shulzitski | Encounter with mesoscale eddies enhances survival to settlement in larval coral reef fishes[END_REF] are also important, but overlooked potential dispersal vectors over long distances. They can favor the survival and establishment of individuals beyond their usual dispersal range. Furthermore, marine debris of natural or anthropogenic origin can constitute effective oceanic rafts for dispersal [START_REF] Mora | Dispersal of juvenile and adult reef fishes associated with floating objects and their recruitment into Gorgona Island Reefs, Colombia[END_REF][START_REF] Castro | A general theory on fish aggregation to floating objects: An alternative to the meeting point hypothesis[END_REF]. These debris provide refuges for larvae and adults of sessile species, allowing the movement and potential establishment of a variety of species over large distances. For instance, mussels from Japan arrived on the west coast of the US after nearly six years at sea on debris produced by the 2011 East Japan earthquake [START_REF] Carlton | Tsunami-driven rafting: Transoceanic species dispersal and implications for marine biogeography[END_REF]. Ice blocks also allow invertebrates to disperse across distances of about 20 km per day [START_REF] Macfarlane | Dispersal of marine benthic invertebrates through ice rafting[END_REF]. Anthropogenic vectors such as international vessel traffic, restocking from aquaculture [START_REF] Waters | A methodology for recruiting a giant clam, Tridacna maxima, directly to natural substrata: A first step in reversing functional extinctions?[END_REF], and species translocation (Box 2) also have the potential to modify the natural spatial and temporal patterns of marine connectivity [START_REF] Murray | Recreational boating: a large unregulated vector transporting marine invasive species[END_REF]. Overall, the occurrence of long-distance dispersal events, even if rare, suggest that marine reserves can have an effect far beyond their boundaries, which calls for a re-evaluation of the spatial extent of their potential benefits.

Long-distance benefits of marine reserves

We consider a long-distance benefit of marine reserve any change in biomass, biological processes (e.g. recruitment) or biodiversity (including genetic diversity as raw material for adaptation) at distance greater than 40 km from reserve boundaries that contributes to improve ecosystem function or human livelihoods (e.g. fisheries, tourism, culture) (Figure 2).

Long-distance benefits from reserves can occur at different spatial and temporal scales depending on the vector of dispersal (Box 1, Figure 2), and this includes both direct and stepping-stone dispersal processes.

Parentage analyses have demonstrated dispersal from marine reserves at more than 40 km [START_REF] Williamson | Large-scale, multidirectional larval connectivity among coral reef fish populations in the Great Barrier Reef Marine Park[END_REF][START_REF] Almany | Larval fish dispersal in a coral-reef seascape[END_REF]. For example, Almany et al. [START_REF] Almany | Larval fish dispersal in a coral-reef seascape[END_REF] revealed connectivity patterns with direct exchanges of larvae over up to 150 km among reefs with varying levels of protection. Larval dispersal from reserves towards exploited areas located at more than 100 km has also been suggested by biophysical models [START_REF] Andrello | Global mismatch between fishing dependency and larval supply from marine reserves[END_REF][START_REF] Andrello | Low Connectivity between Mediterranean Marine Protected Areas: A biophysical modeling approach for the Dusky Grouper Epinephelus marginatus[END_REF]. Yet, empirical studies showing an effect of marine reserves on fished areas are largely restricted to spatial scales smaller than 40 km (e.g. [START_REF] Kerwath | Marine protected area improves yield without disadvantaging fishers[END_REF][START_REF] Harrison | Larval export from marine reserves and the recruitment benefit for fish and fisheries[END_REF][START_REF] Port | Temperate marine protected area provides recruitment subsidies to local fisheries[END_REF]).

Scaling-up these studies is challenging for a variety of logistic reasons, including the difficulty to sample and monitor individuals over large spatial scales.

Even if long-distance dispersal events from marine reserves are rare, a few successful migrants can be sufficient to re-colonize areas where local populations have been extirpated or to expand species distributions in response to global change [START_REF] Stuart-Smith | Thermal biases and vulnerability to warming in the world's marine fauna[END_REF]. Long-distance dispersal between populations that are genetically differentiated or locally adapted can moreover contribute to limit inbreeding, increase genetic diversity and facilitate adaptation to a changing environment [START_REF] Roberts | Marine reserves can mitigate and promote adaptation to climate change[END_REF][START_REF] Kremer | Long-distance gene flow and adaptation of forest trees to rapid climate change[END_REF]. However, in case of local adaptation, long-distance dispersal can also reduce fitness of recipient populations through immigration of locally maladapted alleles [START_REF] Bolnick | Natural selectin in populations subject to a migration load[END_REF].

Active translocations from marine reserves can also contribute to restore locally depleted or extinct populations [START_REF] Swan | Managing marine biodiversity: The rising diversity and prevalence of marine conservation translocations[END_REF]. For example, the Bumphead Parrotfish (Bolbometopon muricatum) is highly targeted by spear fishers due to its large size and therefore population densities tend to be low in areas close to human populations [START_REF] Bellwood | Human activity selectively impacts the ecosystem roles of parrotfishes on coral reefs[END_REF]. This species is only abundant in reserves and on the most protected reefs such as in Palau where it aggregates to spawn. These populations have been used as a source of eggs and larvae for active translocations (Box 2).

Nearly 500 translocation projects of 242 marine species have been recorded [START_REF] Swan | Managing marine biodiversity: The rising diversity and prevalence of marine conservation translocations[END_REF]. However, still few projects take advantage of large stocks in marine reserves. It should also be emphasized that translocations entail a number of risks (e.g. disease, invasion, gene pool mixing). Overall, marine reserves could support a wide variety of long-distance benefits that are potentially underestimated and that should be considered for the design of reserve networks.

Implications of long-distance dispersal for marine reserve design

An underestimate of dispersal ability can profoundly influence the design of marine reserve networks. Long-distance dispersal can potentially connect distant and isolated reserves, and sustain biodiversity and biomass in exploited areas located at more than 40 km from their boundaries. In this respect, long-distance dispersal provides a fresh perspective on two longlasting and active debates in the marine reserve literature.

First, long-distance dispersal has implications for the unresolved single-large-or-severalsmall (SLOSS) marine reserve debate. Simulations suggest that a network of well-connected reserves on a scale of 10-100 km can meet both conservation and fisheries goals [START_REF] Lubchenco | Making waves: The science and politics of ocean protection[END_REF][START_REF] Pelc | Detecting larval export from marine reserves[END_REF].

However, the idea that a network constituted of many small reserves spaced within species maximum dispersal distance [START_REF] Gaines | Designing marine reserve networks for both conservation and fisheries management[END_REF] maximizes reserve benefits to fisheries has been recently revisited and challenged. Based on a spatially explicit model of population dynamics, De Leo & Micheli [START_REF] De Leo | The good, the bad and the ugly of marine reserves for fishery yields[END_REF] show that for larval dispersal >10 km, one or two large reserves are more efficient in terms of fisheries gains than 10 or 20 small reserves covering the same area. This is notably due to the fact that large (>100 km 2 ), old (>10 years, [START_REF] Edgar | Global conservation outcomes depend on marine protected areas with five key features[END_REF]) and well-managed reserves tend to increase fish density and biomass [START_REF] Edgar | Global conservation outcomes depend on marine protected areas with five key features[END_REF][START_REF] Claudet | Marine reserves: size and age do matter[END_REF], and that large females overcontribute to reproduction since the relation between female body mass and reproductive output is hyperallometric for the vast majority of fishes (i.e. a 2-kg female has a higher reproductive output in terms of egg number, volume and energy, than two 1-kg females [START_REF] Barneche | Fish reproductive-energy output increases disproportionately with body size[END_REF]).

We can therefore expect large, old and well-managed reserves to disproportionately contribute to larval seedling within a network when dispersal distances are greater than ten kilometers. Using a rigorously calibrated metapopulation model with empirical data from the Great Barrier Reef, Hopf et al. [START_REF] Hopf | Fishery consequences of marine reserves: short-term pain for longer-term gain[END_REF] also show that reserves are unable to compensate for the increased mortality outside reserve boundaries when they are small or at the periphery of the metapopulation [START_REF] Hopf | Fishery consequences of marine reserves: short-term pain for longer-term gain[END_REF]. In contrast, the establishment of a single large reserve, that is able to seed overexploited areas through dispersal, is expected to result in higher population growth within reserve boundaries and shorter recovery times after overexploitation outside the reserve. Finally, a global analysis indicates that when larval dispersal distances are long (>40 km), the magnitude of biomass increase within large reserves is expected to be sufficient to compensate for the redistributed fishing pressure associated with reserve establishment [START_REF] Halpern | Placing marine protected areas onto the ecosystem-based management seascape[END_REF].

The median nearest-neighbor distance between marine reserves is estimated at 12 km globally (interquartile distance: 4 to 40 km) (Supplementary text S2). This geographical pattern is highly variable, with some reserves being very isolated (e.g. the Parque Natural Obô do Príncipe in São Tomé and Príncipe at 4130 km from the nearest reserve, the Monumento Natural do Arquipelago de Sao Pedro e Sao Paulo at 940 km off the coast of Brazil) (Figure 3A, supplementary text S2). Fortunately, 76 % of reserves are found closer to the nearest reserve than the median demographic dispersal distance estimated in our literature review (42 km) (Figure 3B). It implies that three-quarters of marine reserves are potentially demographically embedded in a connected network providing spatial insurance. The median nearest-neighbor distance in the 24 % remaining reserves is estimated to be 129 km, with a very skewed distribution (Figure 3B). Notably, 83% of large reserves (> 1000 km 2 ) are isolated (>42km) (Figure 3C). The mean nearest neighbor of this subset of large marine reserves is 359 km away, decreasing their potential contribution to the global network.

Therefore, the largest marine reserves, allowing large spillover of individuals and providing benefits for both biodiversity and human population, are the least connected. However, we did not consider how sea surface currents could modify our assessment of connectivity among isolated reserves.

Second, long-distance dispersal has also implications for prioritizing the conservation of human-impacted versus non-impacted areas. Intuitively, one can see little benefit in placing reserves in isolated areas which are difficult to access and therefore de facto protected [START_REF] Devillers | Reinventing residual reserves in the sea: are we favouring ease of establishment over need for protection?[END_REF].

On the other hand, reserves close to dense human populations can mitigate but not eliminate the high anthropogenic pressure outside but also inside their boundaries [START_REF] Cinner | Gravity of human impacts mediates coral reef conservation gains[END_REF]. It has therefore been suggested that reserves located at an intermediate level of human pressure might offer the maximum benefits in terms of fish biomass within their boundaries [START_REF] Cinner | Gravity of human impacts mediates coral reef conservation gains[END_REF]. For top predators like sharks, only isolated marine reserves with low human pressure can be effective [START_REF] Cinner | Gravity of human impacts mediates coral reef conservation gains[END_REF]. The realization of long-distance dispersal would also make a case for the protection of such areas isolated from human pressure. More generally, it would suggest to reconsider the design of marine reserve networks with fewer but larger reserves, including isolated ones, to sustain large populations of large individuals, even of top predators, that can massively seed larvae towards fishing grounds. Tools that integrate species dispersal in conservation planning are now available to reach both conservation and fisheries management objectives in a multispecies framework [START_REF] Magris | Biologically representative and well-connected marine reserves enhance biodiversity persistence in conservation planning[END_REF]. The consideration of long-distance dispersal would certainly modify the outputs of conservation plans.

Concluding remarks

Marine dispersal has been extensively documented at short distance (mostly <40 km). We suggest that this has been due, at least in part, to logistic constraints and a restricted geographic extend of the sampling design (e.g. the median sampling distance in parentage analyses is only 33 km, interquartile range = 29 -60 km, number of species = 22). While a significant fraction of dispersal indeed occurs at small spatial scales, the fraction of the dispersal kernel that we are missing is largely unknown (see Outstanding Questions). A few recent empirical studies have demonstrated dispersal of fish at larger spatial scales (up to 400 km), but even these estimates were limited by the maximum sampling distance [START_REF] Simpson | Long-distance dispersal via ocean currents connects omani clownfish populations throughout entire species range[END_REF]. Dispersal estimates from biophysical modelling studies at larger spatial scales suggest even longer dispersal distances (median sampling distances = 600 km, interquartile range: 237-1400, Figure 1A). Such long-distance connectivity patterns remain challenging to validate empirically, but have potentially important consequences in terms of reserve design and benefits. The more isolated reserves are, the more critical long-distance dispersal becomes to maintain source-sink dynamics between protected and exploited populations. Thus, longdistance benefits imply a more regional and network-based perspective, which entails specific challenges. Long-distance dispersal will often cross countries as well in-shore-offshore boundaries. The designation of marines reserves is largely carried out by individual countries and they rarely able coordinate efforts with other countries and high-seas authorities [START_REF] Treml | Analyzing the (mis)fit between the institutional and ecological networks of the Indo-West Pacific[END_REF].

Furthermore, the focus on marine reserves is strongly constrained by the perspective of local stakeholders [START_REF] O'leary | Effective coverage targets for ocean protection[END_REF], which is perfectly justified but should nonetheless not obliterate a broader perspective.

We suggest scaling-up dispersal studies at regional instead of local scale. We can now genotype a large number of genetic markers, which provides the opportunity to apply population-level assignment tests at large spatial scales and in a context of low spatial structure [START_REF] Benestan | RAD genotyping reveals fine-scale genetic structuring and provides powerful population assignment in a widely distributed marine species, the American lobster (Homarus americanus)[END_REF]. Such studies can be guided by high-resolution biophysical models to target the specific populations among which long-distance distance dispersal occurs. A large number of single nucleotide polymorphism markers will also provide the statistical power to detect very subtle population structure, which will allow refining genetic connectivity estimates [START_REF] Benestan | RAD genotyping reveals fine-scale genetic structuring and provides powerful population assignment in a widely distributed marine species, the American lobster (Homarus americanus)[END_REF][START_REF] Nielsen | Gene-associated markers provide tools for tackling illegal fishing and false eco-certification[END_REF].

Finally, approaches based on admixture tracts [START_REF] Liang | The lengths of admixture tracts[END_REF] and blocks of identity by descent [START_REF] Browning | Identity by descent between distant relatives: detection and applications[END_REF] are largely untapped. The combination of genetic, chemical and biophysical approaches within an integrative statistical framework also appears to be a promising approach to estimate longdistance dispersal [START_REF] Gaggiotti | Metapopulations of marine species with larval dispersal: A counterpoint to Ilkka's Glanville fritillary metapopulations[END_REF] and guide the design of new reserve networks to keep pace with ever increasing threats on marine ecosystems. the demographic median dispersal distance estimated for all organisms from the meta-analysis (42 km). (C) The nearest-neighbor distance increases with the no-take surface area of marine reserves (from 752 no-take marine reserves).

Box Box 1: Methods for estimating long-distance dispersal in marine ecosystems

Methods to estimate marine dispersal [START_REF] Bryan-Brown | Patterns and trends in marine population connectivity research[END_REF][START_REF] Kool | Population connectivity: recent advances and new perspectives[END_REF][START_REF] Calò | A review of methods to assess connectivity and dispersal between fish populations in the Mediterranean Sea[END_REF] can be partitioned into three categories:

A. Potential dispersal (inferred from biophysical models) Biophysical models can be used to simulate larval dispersal trajectories over large spatial and temporal scales (Table I) [START_REF] Gallego | Bio-physical connectivity patterns of benthic marine species used in the designation of Scottish nature conservation marine protected areas[END_REF]. These models usually incorporate three elements: a physical model that simulates the ocean hydrodynamics, a particle tracking model that simulates the passive movement of virtual larvae, and optionally a coupled model that simulates the activity of the larvae when information on their ecology, behavior and physiology is available [START_REF] Treml | Modeling population connectivity by ocean currents, a graphtheoretic approach for marine conservation[END_REF]. This third element is often lacking and it is therefore important to better understand the biology of marine larvae. Biophysical models are becoming increasingly complex and realistic, yet they always need to be validated with empirical data [START_REF] Treml | Identifying the key biophysical drivers, connectivity outcomes, and metapopulation consequences of larval dispersal in the sea[END_REF].

B. Realized dispersal (dispersal took place, but dispersers can or cannot successfully reproduce)

Specific dispersal events can be inferred using genetics. Parentage analyses identify dispersal events by using individual genotypes to assign juveniles to their parents [START_REF] Planes | Larval dispersal connects fish populations in a network of marine protected areas[END_REF]. This approach provides a snapshot of dispersal events over one generation. It requires considerable effort to sample and genotype a large number of juveniles and potential parents. Similarly, population genetic assignment tests use individual genotypes to assign individuals to their population of origin [START_REF] Paetkau | Microsatellite analysis of population-structure in Canadian polar bears[END_REF]. This approach relies on the occurrence of genetic structure among populations

[100], but can also be applied in the absence of population genetic structure if populations are locally adapted [START_REF] Gagnaire | Using neutral, selected, and hitchhiker loci to assess connectivity of marine populations in the genomic era[END_REF]. Various tracking methods can also identify dispersal events. Acoustic telemetry can be used to observe the movement of individuals, often adults, providing the opportunity to directly observe dispersal [101]. Electronic and physical tags can provide information on the movement of individuals. Some, however, have the drawback that individuals need to be recaptured to retrieve the data. Otolith analyses can also provide evidence of dispersal when the microchemistry or stable isotope composition of populations differ [102,103]. When these approaches are applied to many individuals, it is possible to derive empirical distributions of dispersal kernel [104]. Yet the fact that individuals disperse does not necessary imply that they will successfully reproduce.

C. Effective dispersal (dispersal took place and dispersers successfully reproduced)

In the presence of genetic isolation by distance [105], it is possible to estimate dispersal at ecological timescales (tens of generations, [106]). This approach can be applied at the individual or population level. Another interesting avenue to infer dispersal is cline analysis [START_REF] Gagnaire | Using neutral, selected, and hitchhiker loci to assess connectivity of marine populations in the genomic era[END_REF]. Additional approaches based on coalescent theory [START_REF] Beerli | Maximum likelihood estimation of a migration matrix and effective population sizes in n subpopulations by using a coalescent approach[END_REF] or the site frequency spectrum

[107] go deeper back in time (tens to thousands of generations) and are therefore less relevant at ecological timescales. Translocation in terrestrial environments is historically more common from non-protected to protected areas in order to prevent vulnerable organisms from being killed (e.g. African megafauna). In this scenario, protected areas are considered a sink, so the benefit is limited to individuals that are more likely to survive under protection. However, following the IUCN recommendations, conservation translocation must yield a measurable conservation benefit at the level of the population, species or ecosystem. Protected areas thus need to shift their role to become a source of translocated organisms and to provide long-distance benefits through human assistance. Marine reserves host more abundant and larger individuals, thus producing more larvae and juveniles than exploited areas [START_REF] Krueck | Marine reserve targets to sustain and rebuild unregulated Fisheries[END_REF][START_REF] Sciberras | Evaluating the relative conservation value of fully and partially protected marine areas[END_REF]. The challenge is now to capture these small larvae and juveniles, which are under high predation risk, to seed locally depleted or extinct populations elsewhere. This recently burgeoning strategy seems extremely promising.

For instance, Palau, a small island nation created one of the largest marine reserves on the planet in 2015. Palau is now a sanctuary for marine animals that are globally endangered or under severe threats like the Bumphead Parrotfish (Bolbometopon muricatum) which has critical and unique ecological functions in coral reef ecosystems [START_REF] Castro | A general theory on fish aggregation to floating objects: An alternative to the meeting point hypothesis[END_REF]. The extremely high density of Bumphead Parrotfish in Palau induces massive spawning aggregations from which eggs can be collected and juveniles can be grown in tanks and then released at other sites where this species has been depleted (Figure I). Humans protect individuals through the period of high mortality and then release sub-adults in other reserves where populations have been exploited or are still being exploited to restore a certain density. This example highlights how marine reserves can play a pivotal role in long-distance translocations and broaden the geographic extent of their benefits in the near future. 
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Table I :

 I Spatial extent and temporal resolution of the various methods used to estimate individual dispersal and connectivity in marine organisms. Translocation is the process by which living organisms are deliberately removed from one site for release in another. This definition excludes captive or cultivated organisms, sometimes genetically modified, that are massively released into the wild to support agriculture, fisheries, aquarium trade or pest control. The translocation process begins with the capture of wild organisms in a donor site and ends with post-release monitoring in the receiving site.

	Box 2						
	Translocation has only recently become prominent in the oceans, particularly in coastal
	environments, where human impacts are the highest [67]. Translocations are equivalent to
	long-dispersal events.					
			Spatial			Temporal	
			extent			resolution	
	Dispersal	Method	Low	Medium	Large	Within	trans-
	category		(1-40	(40-100	(=>100	generation	generation
			km)	km)	km)		al
	Potential	Biophysical		x	x	x	
	Realized	Parentage	x	x	x		x
		Assignment x	x	x	x	x
		Tracking	x	x	x	x	
		Otolith	x	x	x	x	x
	Effective	Isolation by	x	x			x
		distance					
		Cline	x	x	x		x
		analysis					
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Glossary

Admixture tracts: Continuous blocks of the genome inherited from an admixed population.

Benthic species: Species that live and feed in or on the seabed.

Blocks of identity by descent:

Continuous blocks of the genome that share the same alleles inherited from a common ancestor.

Cline analysis:

A framework that uses the relation between the genetic variation and the geography or environment to estimate dispersal and selection.

Coalescent theory: A model that traces back gene variants from populations to their common ancestor.

Demersal species: Species that live and feed near the bottom of the sea floor.

Dispersal: In this context, any movement of individuals or propagules from a source location followed by successful immigration into a novel location with potential for gene flow.

Demographic connectivity:

The process by which the dispersal of propagules, juveniles or adults affects population growth and vital rates.

Dispersal kernel: Probability function describing the distribution of dispersal distances.

Genetic connectivity: A measure of gene flow and other evolutionary processes among populations.

Gene flow:

The exchange of genetic information among (sub)populations.

Haplotype: A combination of physically linked genetic variants on a single chromosome.

Isolation by distance:

A pattern whereby genetic distance increases with geographic distance. It can be used to estimate dispersal distance from population or individual genotype data and regression analysis.

Larval dispersal:

The dispersal of larvae from a spawning site to a settlement site.

Next-generation sequencing: Sequencing technologies that allows millions of DNAfragments to be sequenced in a single run.

Pelagic larvae: Larvae that spend time in the water column after hatching.

Pelagic species: Species living mainly in the water column.

Sessile species: Species that are fixed to a substratum for most of their life. Many sessile species, however, have other stages in their life cycle, usually as eggs or larvae, that allow for active or passive dispersal.