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ABSTRACT
We observed a nocturnal insect swarm aboard the oceanographic ship Cruzeiro
do Sul of the Brazilian Navy, while conducting a survey of the Montague guyot
(seamount), 389 km distant from the nearest land in the South Atlantic. The insects
came from open sea toward the ship from all directions, attracted by the powerful
light of the deck. Most insects collided with the hull and fell into the ocean, but we
managed to capture and determine 17 (13 Hemiptera of a single species, three
Lepidoptera of three species and one Odonata). With one exception, we are certain
that none of the specimens caught originated from the ship. The geographic origin,
most likely the coast of Brazil, and flight endurance of these insects were inferred
using data on wind speed and direction, provided by the crew of the ship, and were
reconstructed using Hysplit modeling of air current trajectories.
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INTRODUCTION
Insects, with more than one million species, represent two thirds of the total metazoan
diversity (Zhang, 2011, 2013). Undoubtedly, their ability to fly may be one of the
reasons for their evolutionary success (Grimaldi, 2010). Indeed, winged insects alone
correspond to 69% of all animal species. Aside from vertebrates, such as birds and bats,
insects are the only extant metazoans that use flapping wings for locomotion. One of their
extraordinary capabilities is long-distance flight or migration through the air, both of
which have been documented for several groups, including dragonflies, locusts, and
butterflies (Holzapfel & Harrell, 1968; Johnson & Bowden, 1973; May, 2013; Chapman,
Reynolds & Wilson, 2015). Even though there are many definitions of migration in the
literature, there is a general agreement around Dingle’s (2006: 214) concept of migratory
behavior as “persistent and straightened-out movement affected by the animal’s own
locomotory exertions or by its active embarkation upon a vehicle.” Among the eligible
vehicles, the author mentioned the wind.
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Insects flying during the night have been more poorly documented than insects flying
during the day, in part because night flight is more difficult to observe. Sporadic
observations of night flight began as early as the 1930s, with the use of airborne traps
(Glick, 1939). Later on, the deployment of an entomological radar, pioneered by Fowler &
Lagrone (1968), facilitated such observations. For example, Riley (1975) observed
insects flying against the wind, and several more recent studies have found that some
insects are capable of active downwind flight (Reynolds et al., 2010a, 2010b, 2016 and
references therein). Using entomological radars together with light traps, Feng et al. (2006)
documented nocturnal migrations of dragonflies up to 1,000 m. ASL (with the maximum
insect densities between 200 and 500 m asl), with air speeds mostly within 10–15 m s−1.
On a single migration event, they captured 59,342 individuals of Pantala flavescens
(Fabricius, 1798), and only 96 individuals of Anax parthenope julius Brauer, 1865.

There is mounting evidence that many insects use geomagnetic orientation to navigate
in the dark and that their migration is active rather than passive (Vácha, 1997, 2015, 2017).

The swarms of Odonata, Hemiptera, and Lepidoptera captured by us on a ship in
the open South Atlantic Ocean were attracted to the ships’ light when they were flying
several hundred kilometers from the mainland or from any islands. No other ships were
detected in the vicinity, which could have been transporting the insects. This lead us to ask,
as Reynolds et al. (2010a, 2010b), “How do insects maintain wind-related orientation …

in the dark?” Several other question came to our minds: how could these insects have flown
such long distance in the open ocean. Had they come as stowaways from the Archipelago
of Trindade & Martin Vaz (ca 1,200 km from the continent), the closest oceanic island
in South Atlantic, where the ship had been a few days earlier? What were those insects
doing so far from land? Were they migrating sensu Dingle (2006), or did they accidentally
disperse to the open ocean forced by weather extremes? What was the minimal duration of
their sustained flights?

We analyze this nocturnal insect swarm by assessing the known natural distributions of
the species identified, reconstruction of wind conditions preceding capture, their
hypothetical flight paths and duration, and their probable source of origin. This work is
based on chance evidence which cannot be replicated easily, but lead us to pose the
following main questions: (1) Were those insects truly night migrating? (2) Can the open
ocean be a regular migration route for such organisms? (3) What is the land mass source
(mainland or island) of these insects?

MATERIALS AND METHODS
Background
Of the Brazilian islands in the South Atlantic, only Trindade (Barth, 1958; Becker, 1998)
and Fernando de Noronha (Alvarenga, 1962) have been surveyed by entomologists, in the
1950s and 1960s. Flying insects registered on Trindade are mostly continental species with
only 11 species of Lepidoptera, eight true bug species and two species of dragonflies.
Among the dragonflies, apparently only P. flavescens, a characteristically migrant species
and well-known as a successful colonizer (Santos, 1981; Mesquita & Matteo, 1991) is still
present in the island of Trindade. Insects endemic to Trindade are Limonethe beckeri Costa
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Lima & Guitton, 1961 (Hymenoptera: Ichneumonidae) and the flightless Liagonum beckeri
Jeannel, 1961 (Coleoptera: Carabidae).

Study area and sampling
On May 28, 2014, the ship Cruzeiro do Sul of the Brazilian Navy, on its way from the
Archipelago of Trindade & Martin Vaz to the port of Rio de Janeiro, southeastern Brazil,
stopped above the Montague seamount (20�21′57.60″S, 36�38′46.80″W), a guyot that is
part of the Vitória-Trindade oceanic mountain chain (Fig. 1). This stretch of open ocean is
located 389 km from the nearest continental shore, and 764 km from the island of
Trindade. The ship halted above the seamount and lowered a measuring apparatus into the
water. The white walls of the hull and deck were illuminated by ca. 10,000 Watts of
spotlights composed of incandescent, white halogen bulbs (most), and several white
fluorescent lights. The maneuver was executed between 22:25 and 23:00 h UTC. Shortly
after the lights were turned on, the insects were observed flying straight toward the ship
from all directions of open ocean, evidently attracted by the light. Most of them collided
against the hull and fell into the ocean, but with the help of crew members and other
researchers, two of us (NGS and RJVA) were able to capture and preserve most insects that
landed on the deck.

The Hemiptera and Odonata were preserved mounted, or put in envelopes and
deposited in the Department of Entomology of the Museu Nacional (MNRJ), Universidade
Federal do Rio de Janeiro, Rio de Janeiro, Brazil. However, on September 2, 2018, the main

Figure 1 Montague seamount and Trindade Island. Part of South Atlantic Ocean depicting the location of Southern Brazil, Montague seamount
(site of anchorage of the hidrooceanographic ship Cruzeiro do Sul of the Brazilian Navy, 20�21′57.60″S, 36�38′46.80″W) and Trindade Island.
Abbreviations for the Brazilian States: ES, Espírito Santo; RJ, Rio de Janeiro. Map data: Google, image Landsat/Copernicus, SIO, NOAA, U.S. Navy,
NGA, GEBCO. Full-size DOI: 10.7717/peerj.7583/fig-1
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building of the MNRJ burned down and most of the collections housed there, roughly
estimated at 20 million research items, were lost (see Zamudio et al., 2018). This includes
the Hemiptera and Odonata reported here (Figs. 2A–2C). Pending determination of one
species, the Lepidoptera were kept in paper envelopes placed in the Botany department,
thus surviving the fire tragedy. The captured insects were determined by the co-authors
LAAC (Hemiptera), AS (Lepidoptera) and APP (Odonata). All material was collected
following the Brazilian biodiversity policies, under Instituto ChicoMendes de Conservação
da Biodiversidade—ICMBIO/SISBIO, (license numbers 25034-6 and 41194-4).

Analysis
The crew provided us with records of the wind direction and intensity for a period of 21 h
prior to the capture event. This was essential to estimate the trajectory which a hovering
insect could have performed during that time. The capture occurred on the night
immediately preceding the new moon, hence the night was very dark, and our ship was the
only bright light source in a vast region of open ocean. The air temperature measured on
deck was 25.4 �C.

We first reconstructed changes in wind speed and direction using the ship’s log data and
calculated the trajectory which an idle floating object would have performed spanning 21 h

Figure 2 Insects collected at South Atlantic, above the Montague seamount. Habitus of insects
collected at South Atlantic, above the Montague seamount, during a nocturnal swarm flight. (A) Female
of Anax amazili (Burmeister, 1839) in lateral view, (B) and (C). Male (B) and female (C) of
Alcaeorrhynchus grandis (Dallas, 1851) in dorsal view, (D) male of Eudocima procus (Cramer, 1777),
(E) Mocis repanda (Fabricius, 1794). Scale bars = 10 mm. Photo credits: Ângelo P. Pinto (A–C) and
Ruy J.V. Alves (D) and (E). Full-size DOI: 10.7717/peerj.7583/fig-2
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prior to capture. We calculated the distance between the closest coastal point in Brazil and
our GPS (datum WGS84) coordinates at the capture site.

Subsequently, we reconstructed 24 backward trajectories preceding the capture by
34 and 48 h and forward trajectories 180 h toward the African coast using Hybrid Single
Particle Lagrangian Integrated Trajectory Model (Hysplit, Stein et al., 2015) into a
web-based system (Rolph, Stein & Stunder, 2017), not leading into account heading
deviations by active flight of the insects. Hysplit settings used: Compute archive trajectories;
Type of Trajectory = Ensemble; Meteorology file = Reanalysis (global, 1948–present);
Backward/Forward trajectory direction; runtimes (34, 48 or, 180 h); altitudinal range
10–3,000 m agl.

RESULTS
Flight endurance
It was not possible to calculate the active flight speeds of the sampled insect species.
According to the reconstructions of wind trajectory, the minimum “flight time” from the
continent (considering that insects were carried passively) was 34 h when a single
backward trajectory started on the coast between the Brazilian states of Espírito Santo and
Bahia, 380 km from the point of capture (Fig. 3). Three additional potential points of
origin on the coast were reconstructed for a 48 h-flight duration (Fig. 4). If the migration of
the insects were to continue toward Africa from the point of capture, assisted by the
prevailing winds, another 180 h would be needed, and the insects would need to gradually
ascend to higher altitudes following the air currents (Fig. 5).

Insects over the open ocean
There are no species endemic to Trindade island among the insects we captured.
Hemiptera were the most numerous, with 13 individuals of only one species, several of
which emitted a strong odor resembling green apples, an odor still present in 2017, after
3 years of preservation (subsequently lost in the fire). Three species of Lepidoptera are all
moths. A single very large dragonfly completes the list.

Odonata: Anisoptera: Aeshnidae

1. Anax amazili (Burmeister, 1839)

(Fig. 2A)

Material examined. One female (MNRJ ODO-0012, subsequently lost in the fire).

Remarks. Species of Anax are known as migratory. They spend many weeks in migration
routes undertaking distinct behaviors such as foraging (cf., May, 2013). Anax amazili is a
New World species widespread in the entire American continent occurring from the USA
(Needham, Westfall & May, 2000) through central America and the Caribbean Islands
(Calvert, 1905) to southern Argentina (von Ellenrieder & Muzón, 2008). It also occurs as a
resident species in the Pacific archipelago of Galápagos, about of 1,000 km from the coast
(Calvert, 1905; Peck, 1992). The site of capture was about 380 km from the Brazilian coast
and almost 800 km west of the closest archipelago, Trindade & Martin Vaz, from which
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only two different Odonata were recorded to date (MNRJ): P. flavescens and Rhionaeschna
sp. (see Santos, 1981). The pantropical Libellulidae glider P. flavescens in the best-known
migrant dragonfly species (Samways & Osborn, 1998). The hypothesis that this species
forms a global panmictic population has received recent support (Troast et al., 2016).
However, it is not known if there is a regular migration route among these land masses.

Hemiptera: Heteroptera: Pentatomidae

2. Alcaeorrhynchus grandis (Dallas, 1851)

(Figs. 2B and 2C)

Material examined. 12 specimens, four males, eight females, including a pair in copula.
Many more were seen drowning alongside the deck.

Remarks. Recorded from Brazil, Colombia, Mexico, and the southern United States
(Ribeiro et al., 2010); Argentina, Bolivia, Cuba, Ecuador, Paraguay and the Galapagos

Figure 3 A total of 34 h backward Hysplit reconstruction of wind vectors. Potential origin of captured
insects within 34 h. Backward Hysplit reconstruction of wind vectors leading toward to the capture point.
Note: single vector originated on the coast at the border of the states of Bahia and Espírito Santo.

Full-size DOI: 10.7717/peerj.7583/fig-3
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(Dellapé, Martínez & Coscarón, 2003). In Brazil there are collections from Bahia: (sine
loco); Goiás: (Chapada dos Veadeiros); Minas Gerais: (Belo Horizonte—sucking a
caterpillar); Mato Grosso: (sine loco); Espírito Santo (20�40′S 40�30′W); Rio de Janeiro:
Angra dos Reis; Petrópolis; Rio de Janeiro (Copacabana; Quinta da Boa Vista); Serra dos
Órgãos; Paraná: (sine loco); Santa Catarina: (sine loco); São Paulo: (sine loco) (MNRJ
collection, subsequently lost in the fire); Pará (Ribeiro et al., 2010); Rio Grande do Sul
(Dellapé, Martínez & Coscarón, 2003; Magistrali et al., 2014).

Lepidoptera: Erebidae

3. Eudocima procus (Cramer, 1777)

(Fig. 2D)

Material examined. One male/female

Remarks.Originally described from Surinam (Zaspel & Branham, 2008), this species has a
widespread distribution in the Neotropics (Zilli & Hogenes, 2002); in Brazil, it occurs at

Figure 4 A total of 48 h backward Hysplit reconstruction of wind vectors. Potential origin of captured
insects within 48 h. Backward Hysplit reconstruction of wind vectors leading toward to the capture point.
Note: three vectors originated on the coast of Espírito Santo and Bahia.

Full-size DOI: 10.7717/peerj.7583/fig-4
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least in the states of Santa Catarina and Rio Grande do Sul (material previously deposited
in MNRJ).

4. Mocis repanda (Fabricius, 1794)

(Fig. 2E)

Material examined. One specimen.

Remarks. Widespread in South America: Argentina, Bolivia, Brazil, El Salvador,
Colombia, Guyana, Mexico, Nicaragua, Surinam, Venezuela, West Indies (Muthaiyan,
2009). Also found in Central America and the Caribbean, including Cuba, the
Dominican Republic, Guadeloupe, Martinique, Guatemala, Jamaica, Puerto Rico, and
Saint Thomas; strays can be found in the United States, up to southern Texas as well as
subtropical Africa south of the Sahara, including the islands of the Indian Ocean
(De Prins & De Prins, 2017). The species was registered from Trindade island up to the late
1950s (Barth, 1958).

Figure 5 A total of 180 h forward Hysplit reconstruction of wind vectors. Potential dispersal from
South America to Africa. Forward 180 h Hysplit reconstruction of wind vectors leading from to the
capture point. Note: two vectors arriving in Namibia on the African coast.

Full-size DOI: 10.7717/peerj.7583/fig-5
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5. Undetermined species (damaged specimen)

Material examined. One specimen.

DISCUSSION
Night migration and ocean as route
One of the most interesting questions about insects flying over open ocean on a moonless
night so far from any land is whether they (and if so, which ones) were flying toward a
direction they chose or changed directions in response to changing environmental
factors, for example, geomagnetic cues (Vácha, 1997, 2015); the time-compensated
sun-compass (Reppert, Gegear & Merlin, 2010; Guerra et al., 2012) or the wind cues
described by Reynolds et al. (2010a, 2010b, 2016). How, if at all, did our sampled insects
orient themselves before they were attracted to and actively flew toward the ship’s lights
at night? Chapman, Reynolds & Wilson (2015) divided night-flying orientation by
insects into two main categories random and many distinct versions of wind-related, but
did not mention moon or star light as sources of orientation for insects flying at night.
The fact that hundreds of insects actively pursued the ship in the dark of a moonless night
suggests that light is a stronger cue to their orientation than the wind characteristics, as
proposed by Reynolds et al. (2010a, 2010b).

Geijskes (1968) considered the dragonfly Anax amazili as having predominantly
crepuscular behavior and sometimes being attracted by light at night. However, this species
presents a more complex behavior than previously expected. In the state of Rio Grande do
Sul Brazil (30� south latitude), it was collected in light traps and was observed foraging and
ovipositing in small open swamp areas at noon (AP Pinto, 2004, personal observation).
Our finding shows that this species is capable of sustained night flight. However, if this
specimen was truly migrating, where was it heading? After all, the known distribution
includes neither Africa nor the islands in the South Atlantic. However, whether the
individuals of Anax amazili started to migrate to move away from unsuitable
environmental conditions or to colonize a new place in the migration arena (sensu
Dingle & Drake, 2007) cannot be ascertained based on the available data.

Glick (1939), in his interesting study collecting insects from airplanes, did not register
any Odonata flying at night. However, crepuscular or even nocturnal flight are not
uncommon to in these insects (Feng et al., 2006; Corbet & Brooks, 2008;May, 2013). Some
species of the genus Anax are well-known as migrants (May, 2013), but little is known
about their flight activity periods. Wikelski et al. (2006) attached miniaturized radio
transmitters to 14 individuals of the related Anax junius (Drury, 1770 [1773]), and
followed their migration for 12 days, using receiver–equipped airplanes and ground teams.
They found an average net advance of 11.9 ± 2.8 km/day, exclusively during the day time.
Hence our record of Anax amazili migrating during the night might well be the first.
Extrapolating the flight speed of this species to Anax amazili, considering the nearest
reconstructed continental point of origin, sustained flight preceding capture would have
lasted 33 days, including nights. However, aspects of the migration of Anax junius such as
a stopover (stationary period for resting or foraging) of about 3 days and the fact that
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migration does not take place when the wind speed is higher than 25 km/h (Wikelski et al.,
2006) argues against this extrapolation. Therefore, how Anax amazili obtained energy
during the flight, if it was from storage sources or even feeding on the wind-borne small
preys, is unknown. The measured distance in the long-range migration was up to 140 km
per day for Anax junius, carrying the weight of the transmitters (see discussion in
May, 2013), in addition it was recorded flying about of 16 km/h under cool conditions
(<22 �C) during migration (May, 1995), speed that allows cover about 400 km in a single
day. It is therefore very likely that Anax amazili spending just 24 h or few days, since
assisted by wind, to cover almost 400 km in open ocean.

The stink bug, Alcaeorrhynchus grandis, was considered an introduced or invasive
species in the oceanic archipelago of Galápagos, Ecuador, where it was first recorded in
1937 and was argued to have arrived by passive transport on plants to Floreana Island
(Peck et al., 1998), distant just over 1,000 km from continental South America.
Our observation of Alcaeorrhynchus grandis in the open ocean provides support for the
hypothesis that this insect could have migrated actively to the Galápagos. However, to
support this hypothesis, these events should be dated by means of population and
migration studies and modeling of air currents. In addition, dozens of recently dead
individuals of Alcaeorrhynchus grandis were collected on the shoreline of a beach in
the state of Santa Catarina, southern Brazil, in January of 2019 (AP Pinto, personal
observation). All this suggests that this species is able to migrate over large obstacles such
as ocean. Flying over obstacles such as large bodies of water is uncommon among
migratory species (Anderson, 2009).

Insects flying at night often align their flight paths with the wind (Riley, 1975; Reynolds
et al., 2010a, 2010b, 2016). Whether the insect’s bodies are heading upwind or downwind
during such aligned night flights probably depends on the wind speed and has been
subject to some debate. Several studies, contrary to Riley (1975)’s observations, indicate
that the insects increase their speed by actively traveling downwind (Reynolds et al., 2010a,
2010b, 2016). In the Northern Hemisphere, Reynolds et al. (2016) found that insects tend to
fly slightly to the right in relation to the wind axis and align themselves with the flow
direction with greater accuracy with increasing flight altitude.

The three Lepidoptera we captured were noctuid moths. A close relative known to fly
long distances is the monarch butterfly. Monarchs can fly in still air at average speeds
of 37.5 km/h and probably up to 50 km/h. Even though they usually fly close to the ground,
there are records of them flying at altitudes of ca. 3,500 m and flying for more than 600 km,
non-stop, for about 16 h over the water (Poirier, 1995). Even though Monarchs are
considered day butterflies, a part of that 16 h flight would obviously happen in the dark.
On the other hand, the captured moths are active at night. If Monarch butterflies can fly ca.
400 km from the continent to a site of capture in just under 11 h of sustained flight, it
is quite possible that other Lepidoptera can also reach the site in comparable speeds,
and that migration across the entire Atlantic from South America to Africa could be
achieved in 3.6 days in still weather. If winds are factored into the equation. The migration
could potentially be considerably faster due to predominant winds, or slower during the
rarer reversals when winds blow from Africa to South America.
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Even though some insects have been observed resting on the surface of a calm ocean and
resume flight after that (Walker, 1931 and references therein), the ocean conditions during
our capture were three on the Beaufort scale—hardly considered calm.

Land mass source (mainland or island)
Of the species captured by us, the moths M. repanda (a widespread species considered a
pest of various grasses including corn) and E. procus were also collected in Santa Catarina
and Rio Grande do Sul (SpeciesLink (CRIA), 2017). Mocis repanda was registered as the
most abundant moth in the Trindade island in 1957 (Barth, 1958), and probably persisted
there in the 1960s (Becker, 1998). Hence there is a remote chance that the individuals
belonging to M. repanda hitchhiked from that island (either flying or stowed in cargo),
flew away prior to being captured, and then returned toward the suddenly illuminated
ship in the open ocean. Even based on the observed event favoring the hypothesis of
active flight hundreds of kilometers from the closer land mass, at least for these moths we
cannot discard that they were already on the ship and started to fly after ships’ lights were
turned on.

The two other captured insect species (the stink bug and the dragonfly) occur in Brazil,
some also extending to countries north and south, but apparently none to Africa. Combining
the ranges of distribution with reconstructions of wind speed and direction during the
days preceding capture, it is hence reasonable to suppose that all insects captured began their
flight in Brazil, somewhere on the coast between Bahia and Espírito Santo.

CONCLUSIONS
Migration occurs across a series of organizational levels and includes extrinsic
(environmental conditions) and intrinsic (behavioral and genetic) elements, even though it
is recognized as a single phenomenon (Dingle & Drake, 2007). Migration in insects is an
intriguing issue and involves a complex suite of processes and should be investigated
using distinct tools. From this unique event reported here, the number of species of insects
flying at night and possibly migrating long distances over the open ocean is expanded.
Many species avoid crossing large water bodies (Anderson, 2009). In conclusion, our data
show that at least the species of stink bug (Pentatomidae) and the dragonfly (Odonata) are
capable of flying at night and migrating over obstacles such as large water bodies. Key
aspects that need to be further addressed include: (1) whether these insects are mandatory
night-flying migrants and eventually perform migration by day. (2) What are there
are physiological and population mechanisms promoting the migration syndrome?
(3) In case of active migration, could the insects keep a direct course both during the day
and at night? (4) How long could the insects fly nonstop before exhaustion?

ACKNOWLEDGEMENTS
We thank the Brazilian Navy for logistic support to studies of the biodiversity of Trindade
Island in the South Atlantic, especially the crew of the Cruzeiro do Sul at that time, and the
staff of the Departamento de Entomologia of the Museu Nacional for unconditional
support to APP’s studies, especially Alcimar L. Carvalho (MNRJ) for access to the

Alves et al. (2019), PeerJ, DOI 10.7717/peerj.7583 11/15

http://dx.doi.org/10.7717/peerj.7583
https://peerj.com/


equipment of LABIOSIS. To Göran Sáhlen and an anonymous reviewer for the useful
comments that significantly improved this study.

ADDITIONAL INFORMATION AND DECLARATIONS

Funding
The authors received no funding for this work.

Competing Interests
The authors declare that they have no competing interests

Author Contributions
� Ruy J.V. Alves conceived and designed the experiments, performed the experiments,
analyzed the data, contributed reagents/materials/analysis tools, prepared figures and/
or tables, authored or reviewed drafts of the paper, approved the final draft, collected
the samples.

� Luíz A.A. Costa identified the Hemiptera.
� Alexandre Soares identified the Lepidoptera.
� Nílber G. Silva contributed reagents/materials/analysis tools, collected the samples.
� Ângelo P. Pinto analyzed the data, contributed reagents/materials/analysis tools,
prepared figures and/or tables, authored or reviewed drafts of the paper, approved the
final draft, identified the Odonata.

Field Study Permissions
The following information was supplied relating to field study approvals (i.e., approving
body and any reference numbers):

All material was collected following the Brazilian biodiversity policies, under Instituto
Chico Mendes de Conservação da Biodiversidade—ICMBIO/SISBIO (license numbers
25034-6 and 41194-4).

Data Availability
The following information was supplied regarding data availability:

All data are available in the article including the parameters used in the Hysplit model of
wind vectors.

REFERENCES
Alvarenga M. 1962. A entomofauna do Arquipélago de Fernando de Noronha, Brasil - I. Arquivos

do Museu Nacional 52:21–26.

Anderson RC. 2009. Do dragonflies migrate across the western Indian Ocean? Journal of Tropical
Ecology 25(4):347–358 DOI 10.1017/S0266467409006087.

Barth R. 1958. Observações biológicas e meteorológicas feitas na Ilha de Trindade. Memórias do
Instituto Oswaldo Cruz 56(1):261–279 DOI 10.1590/S0074-02761958000100013.

Becker J. 1998. Fauna-Invertebrados. In: Alves RJV, ed. Ilha da Trindade & Arquipélago Martin
Vaz—Um ensaio geobotânico. Brasil: Serviço de Documentação da Marinha, 137–138.

Alves et al. (2019), PeerJ, DOI 10.7717/peerj.7583 12/15

http://dx.doi.org/10.1017/S0266467409006087
http://dx.doi.org/10.1590/S0074-02761958000100013
http://dx.doi.org/10.7717/peerj.7583
https://peerj.com/


Brauer F. 1865. Dritter Bericht über die auf der Weltfahrt der kais. Fregatte Novara gesammelten
Libellulinen. Verhandlungen der Kaiserlich-Königlichen Zoologisch-Botanischen Gesellschaft in
Wien 15:501–512.

Burmeister H. 1839. Handbuch der Entomologie. Zweiter Band [Part two], Besondere Entomologie.
Berlin: Enslin. [Original description], 755–1050.

Calvert PP. 1905. Odonata. 1892–1908. In: Godman FD, Salvin O, eds. Biologia Centrali-
Americana: Neuroptera. Vol. 50. London: Porter & Dulaü Co, 145–193.

Chapman JW, Reynolds DR, Wilson K. 2015. Long-range seasonal migration in insects:
mechanisms, evolutionary drivers and ecological consequences. Ecology Letters 18(3):287–302
DOI 10.1111/ele.12407.

Corbet P, Brooks S. 2008. Dragonflies (The new naturalist library). London: HarperCollins, 454.

Cramer P. 1777. [1775-1782] De uitlandsche kapellen voorkomende in de drie waereld-deelen, Asia,
Africa en America. Amsteldam: Chez S. J. Baalde.

Dallas WS. 1851. List of the specimens of hemipterous insects in the collection of the British Museum.
Part I. London: British Museum 368+XI plates DOI 10.5962/bhl.title.20373.

De Prins J, De Prins W. 2017. Mocis repanda (Fabricius, 1794). Afromoths. Available at
http://www.afromoths.net/species/show/32924 (accessed 5 June 2019).

Dellapé PM, Martínez AP, Coscarón MDC. 2003. New distributional records for the asopine
pentatomids in temperate South America. Zootaxa 318(1):1–16 DOI 10.11646/zootaxa.318.1.1.

Dingle H. 2006. Animal migration: is there a common migratory syndrome? Journal of
Ornithology 147(2):212–220 DOI 10.1007/s10336-005-0052-2.

Dingle H, Drake VA. 2007. What is migration? BioScience 57(2):113–121 DOI 10.1641/B570206.

Drury D. 1770 [1773]. Illustrations of natural history. Wherein are exhibited upwards of two
hundred and forty figures of exotic Insects, according to their different genera; very few of which
have hitherto been figured by any author, being engraved and coloured from nature, with the
greatest accuracy, and under the author’s own inspection, on fifty copper-plates. With a particular
description of each insect: interpreted with remarks and reflection on the nature and properties of
many of them. Vol. I. London: Printed for the author and sold by B. White, XXVIII +111 + L
plates.

Fabricius JC. 1794. Entomologia systematica emendata et aucta: Secundun classes, ordines, genera,
species, adjectis synonimis, locis, observationibus, descriptionibus. Tomo III. Hafniae,
Copenhagen: Christian Gottlob Proft, 349.

Fabricius JC. 1798. Supplementum entmologiae systematicae. Hafniae, Copenhagen: Proft et Storch
IV+572. (Index1–53).

Feng H-Q, Wu K-M, Ni Y-X, Cheng D-F, Guo Y-Y. 2006. Nocturnal migration of dragonflies
over the Bohai Sea in northern China. Ecological Entomology 31(5):511–520
DOI 10.1111/j.1365-2311.2006.00813.x.

Fowler MS, Lagrone AH. 1968. Comparison of insects’ flight characteristics with observed
characteristics of radar dot angels. Journal of Applied Meteorology 8:122–127.

Geijskes DC. 1968. Anax longipes versus Anax concolor notes on Odonata of Suriname X. Studies
on the Fauna of Suriname and Other Guyanas 10(1):67–100.

Glick PA. 1939. The distribution of insects, spiders and mites in the air. Technical Bulletin 673.
Washington, D.C.: United States Department of Agriculture.

Grimaldi DA. 2010. 400 million years on six legs: on the origin and early evolution of Hexapoda.
Arthropod Structure & Development 39(2–3):191–203 DOI 10.1016/j.asd.2009.10.008.

Alves et al. (2019), PeerJ, DOI 10.7717/peerj.7583 13/15

http://dx.doi.org/10.1111/ele.12407
http://dx.doi.org/10.5962/bhl.title.20373
http://www.afromoths.net/species/show/32924
http://dx.doi.org/10.11646/zootaxa.318.1.1
http://dx.doi.org/10.1007/s10336-005-0052-2
http://dx.doi.org/10.1641/B570206
http://dx.doi.org/10.1111/j.1365-2311.2006.00813.x
http://dx.doi.org/10.1016/j.asd.2009.10.008
http://dx.doi.org/10.7717/peerj.7583
https://peerj.com/


Guerra PA, Merlin C, Gegear RJ, Reppert SM. 2012. Discordant timing between antennae
disrupts sun compass orientation in migratory monarch butterflies. Nature Communications
3(1):958 DOI 10.1038/ncomms1965.

Holzapfel EP, Harrell JC. 1968. Transoceanic dispersal studies of insects. Pacific Insects
10:115–153.

Johnson CG, Bowden J. 1973. Problems related to the transoceanic transport of insects, especially
between the Amazon and Congo areas. In: Meggers BJ, Ayensu ES, Duckworth WD, eds.
Tropical Forest Ecosystems in Africa and South America: A Comparative Review. Washington,
D.C.: Smithsonian Institution Press, 207–222.

Magistrali IC, Costa EC, Machado LM, Da Nadai J. 2014. Novos registros de Asopinae
(Pentatomidae) predadores de lagartas Nystalea nyseus (Cramer, 1775) (Lepidoptera:
Notodontidae). Biotemas 27(2):209–212 DOI 10.5007/2175-7925.2014v27n2p209.

May M. 1995. Dependence of flight behavior and heat production on air temperature in the green
darner dragonfly Anax junius (Odonata: Aeshnidae). Journal of Experimental Biology
198(11):2385–2392.

May ML. 2013. A critical overview of progress in studies of migration of dragonflies (Odonata:
Anisoptera), with emphasis on North America. Journal of Insect Conservation 17(1):1–15
DOI 10.1007/s10841-012-9540-x.

Mesquita HG, Matteo BC. 1991. Contribuição ao conhecimento dos Odonata da Ilha de Fernando
de Noronha, Pernambuco, Brasil. Iheringia Série Zoologia 71:157–160.

Muthaiyan MC. 2009. Principles and practices of plant quarantine. New Delhi: Allied Publishers
PVT. LTD.

Needham JG, Westfall MJ Jr, May ML. 2000. Dragonflies of North America (Rev. Ed). Gainesville:
Scientific Publishers, Inc., xv + 940.

Peck SB. 1992. The dragonflies and damselflies of the Galapagos Islands, Ecuador (Insecta:
Odonata). Psyche: A Journal of Entomology 99(4):309–321 DOI 10.1155/1992/63105.

Peck SB, Heraty J, Landry B, Sinclair BJ. 1998. Introduced insect fauna of an oceanic archipelago:
The Galápagos Islands, Ecuador. American Entomologist 44(4):218–237
DOI 10.1093/ae/44.4.218.

Poirier JH. 1995. From darkness to light to flight: Monarch—the miracle butterfly. El Cajon:
Institute for Creation Research, 64.

Reppert SM, Gegear RJ, Merlin C. 2010. Navigational mechanisms of migrating monarch
butterflies. Trends in Neurosciences 33(9):399–406 DOI 10.1016/j.tins.2010.04.004.

Reynolds AM, Reynolds DR, Sane SP, Hu G, Chapman JW. 2016. Orientation in high-flying
migrant insects in relation to flows: mechanisms and strategies. Philosophical Transactions of the
Royal Society B: Biological Sciences 371(1704):20150392 DOI 10.1098/rstb.2015.0392.

Reynolds AM, Reynolds DR, Smith AD, Chapman JW. 2010a. A single wind-mediated
mechanism explains high-altitude ‘non-goal oriented’ headings and layering of nocturnally
migrating insects. Proceedings of the Royal Society B: Biological Sciences 277(1682):765–772
DOI 10.1098/rspb.2009.1221.

Reynolds AM, Reynolds DR, Smith AD, Chapman JW. 2010b. Orientation cues for high-flying
nocturnal insect migrants: do turbulence induced temperature and velocity fluctuations indicate
the mean wind flow? PLOS ONE 5(12):e15758 DOI 10.1371/journal.pone.0015758.

Ribeiro RC, Lemos WP, Bernardino AS, Buecke J, Müller AA. 2010. First occurrence of
Alcaeorrhynchus grandis (Dallas) (Hemiptera: Pentatomidae) preying on defoliating caterpillars
of oil palm in the state of Pará, Brazil. Neotropical Entomology 39(1):131–132
DOI 10.1590/S1519-566X2010000100018.

Alves et al. (2019), PeerJ, DOI 10.7717/peerj.7583 14/15

http://dx.doi.org/10.1038/ncomms1965
http://dx.doi.org/10.5007/2175-7925.2014v27n2p209
http://dx.doi.org/10.1007/s10841-012-9540-x
http://dx.doi.org/10.1155/1992/63105
http://dx.doi.org/10.1093/ae/44.4.218
http://dx.doi.org/10.1016/j.tins.2010.04.004
http://dx.doi.org/10.1098/rstb.2015.0392
http://dx.doi.org/10.1098/rspb.2009.1221
http://dx.doi.org/10.1371/journal.pone.0015758
http://dx.doi.org/10.1590/S1519-566X2010000100018
http://dx.doi.org/10.7717/peerj.7583
https://peerj.com/


Riley JR. 1975. Collective orientation in night-flying insects. Nature 253(5487):113–114
DOI 10.1038/253113a0.

Rolph G, Stein A, Stunder B. 2017. Real-time environmental applications and display sYstem:
READY. Environmental Modelling & Software 95:210–228 DOI 10.1016/j.envsoft.2017.06.025.

Samways M, Osborn R. 1998. Divergence in a transoceanic circumtropical dragonfly on a remote
island. Journal of Biogeography 25(5):935–946 DOI 10.1046/j.1365-2699.1998.00245.x.

Santos ND. 1981. Odonata. In: Hurlbert SH, Rodriguez G, Santos ND, eds. Aquatic Biota of
Tropical South America, Part I (Arthropoda). San Diego: San Diego State University, 64–85.

SpeciesLink (CRIA). 2017. Sistema de Informação Distribuído para Coleções Biológicas: a
Integração do species analyst e do SinBiota (FAPESP)—SpeciesLink/CRIA. Available at
http://splink.cria.org.br/ (accessed 5 June 2017).

Stein AF, Draxler RR, Rolph GD, Stunder BJB, Cohen MD, Ngan F. 2015. NOAA’s HYSPLIT
atmospheric transport and dispersion modeling system. Bulletin of the American Meteorological
Society 96(12):2059–2077 DOI 10.1175/BAMS-D-14-00110.1.

Troast D, Suhling F, Jinguji H, Sahlén G, Ware J. 2016. A global population genetic study of
Pantala flavescens. PLOS ONE 11(3):e0148949 DOI 10.1371/journal.pone.0148949.

Vácha M. 1997. Magnetic orientation in insects. Biologia 52(5):629–636.

Vácha M. 2015. Do they see it at last? Insect magnetoreception after half a century. Journées
du Groupment dr Recherche en Éthologie et de Institut Francilien d´Ethologie na Université
Paris 13.

Vácha M. 2017. Magnetoreception of invertebrates. In: Byrne JH, ed. The Oxford Handbook of
Invertebrate Neurobiology. Oxford: Oxford University Press, 1–40.

von Ellenrieder N, Muzón J. 2008. An updated checklist of the Odonata from Argentina.
Odonatologica 37(1):55–68.

Walker JJ. 1931. Insects at sea. Entomologist’s Monthly Magazine 67:211–232, 254–268.

Wikelski M, Moskowitz D, Adelman JS, Cochran J, Wilcove DS, May ML. 2006. Simple rules
guide dragonfly migration. Biology Letters 2(3):325–329 DOI 10.1098/rsbl.2006.0487.

Zamudio KR, Kellner A, Serejo C, Britto MR, Castro CB, Buckup PA, Pires DO, Couri M,
Kury AB, Cardoso IA, Monné ML, Pombal J Jr, Mello-Patiu C, Padula V, Pimenta AD,
Ventura CRR, Hajdu E, Zanol J, Bruna EM, Fitzpatrick J, Rocha LA. 2018. Lack of science
support fails Brazil. Science 361(6409):1322–1323 DOI 10.1126/science.aav3296.

Zaspel JM, Branham MA. 2008. World checklist of Tribe Calpini (Lepidoptera: Noctuidae:
Calpinae) Insecta Mundi. Paper 575. Available at http://digitalcommons.unl.edu/
insectamundi/575.

Zhang Z-Q. 2011. Animal Biodiversity: an outline of higher-level classification and survey of
taxonomic richness. Zootaxa 3148(1):1–237 DOI 10.11646/zootaxa.3148.1.1.

Zhang Z-Q. 2013. An outline of higher-level classification and survey of taxonomic richness
(Addenda 2013). Zootaxa 3703(1):1–82 DOI 10.11646/zootaxa.3703.1.1.

Zilli A, Hogenes W. 2002. An annotated list of the fruit-piercing moth genus Eudocima Billberg,
1820 (sensu Poole) with descriptions of four new species (Lepidoptera: Noctuidae, Catocalinae).
Quadrifina 5:153–207.

Alves et al. (2019), PeerJ, DOI 10.7717/peerj.7583 15/15

http://dx.doi.org/10.1038/253113a0
http://dx.doi.org/10.1016/j.envsoft.2017.06.025
http://dx.doi.org/10.1046/j.1365-2699.1998.00245.x
http://splink.cria.org.br/
http://dx.doi.org/10.1175/BAMS-D-14-00110.1
http://dx.doi.org/10.1371/journal.pone.0148949
http://dx.doi.org/10.1098/rsbl.2006.0487
http://dx.doi.org/10.1126/science.aav3296
http://digitalcommons.unl.edu/insectamundi/575
http://digitalcommons.unl.edu/insectamundi/575
http://dx.doi.org/10.11646/zootaxa.3148.1.1
http://dx.doi.org/10.11646/zootaxa.3703.1.1
http://dx.doi.org/10.7717/peerj.7583
https://peerj.com/

	Open ocean nocturnal insect migration in the Brazilian South Atlantic with comments on flight endurance
	Introduction
	Materials and Methods
	Results
	Discussion
	CONCLUSIONS
	flink6
	References



<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.4
  /CompressObjects /Off
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile (None)
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages false
  /ColorImageDownsampleType /Average
  /ColorImageResolution 300
  /ColorImageDepth 8
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages false
  /GrayImageDownsampleType /Average
  /GrayImageResolution 300
  /GrayImageDepth 8
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages false
  /MonoImageDownsampleType /Average
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000500044004600206587686353ef901a8fc7684c976262535370673a548c002000700072006f006f00660065007200208fdb884c9ad88d2891cf62535370300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef653ef5728684c9762537088686a5f548c002000700072006f006f00660065007200204e0a73725f979ad854c18cea7684521753706548679c300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /DAN <>
    /DEU <>
    /ESP <>
    /FRA <>
    /ITA <>
    /JPN <>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020b370c2a4d06cd0d10020d504b9b0d1300020bc0f0020ad50c815ae30c5d0c11c0020ace0d488c9c8b85c0020c778c1c4d560002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken voor kwaliteitsafdrukken op desktopprinters en proofers. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /PTB <>
    /SUO <>
    /SVE <>
    /ENU (Use these settings to create Adobe PDF documents for quality printing on desktop printers and proofers.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure true
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles true
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [612.000 792.000]
>> setpagedevice


