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Abstract 
In South American forests, the Japanese raisin tree (Hovenia dulcis Thunb.) is an invasive tree  that produces capsuled fruits 
attached to peduncles that grow thick and fleshy when ripe. Several frugivorous birds are reported to be dispersal agents 
of H. dulcis. The spread of H. dulcis propagules to non-invaded sites was evaluated at a local spatial scale in deciduous 
forests in Southern Brazil, in order to propose management strategies to prevent the arrival of propagules of such species 
in non-invaded sites. Seed arrival via birds was assessed by five 0.6 x 0.6 m seed traps in each of the 10 x 10 m plots in non-
invaded sites at different distances from invaded sites. Seed arrival was also compared between control plots and plots 
where all H. dulcis trees were felled within a 30m radius from the center of plots. A limitation in short distance seed dispersal 
by birds was observed in the study area. There was a negative exponential relationship between number of seeds and 
distance from H. dulcis trees to non-invaded sites, and a positive exponential dependence of the number of seeds found in 
seed traps on the basal area of H. dulcis. Felling H. dulcis trees was effective in reducing the arrival of seeds in non-invaded 
sites, resulting in significantly fewer seeds in managed plots than in control plots. 
 
Keywords: colonization, propagule pressure, bird dispersal, management, control. 
 
Resumo 
A uva-do-Japão (Hovenia dulcis Thunb.) é uma espécie exótica invasora em florestas na América do Sul que produz 
infrutescências compostas por frutos secos aos quais estão presos pedúnculos que se tornam doces e carnosos quando 
maduros. Espécies de aves frugívoras são citadas como agentes dispersores de H. dulcis. A chegada de sementes de H. dulcis 
em sítios não-invadidos foi avaliada em escala espacial local em área de Floresta Estacional Decidual no sul do Brasil, com 
o intuito de propor estratégias de manejo para conter a colonização por H. dulcis nesses sítios. A chegada de sementes foi 
avaliada por meio de coletores de sementes instalados em sítios não-invadidos, localizados a diferentes distâncias de sítios 
invadidos. A chegada de sementes também foi comparada entre parcelas controle e parcelas submetidas ao corte de 
árvores de H. dulcis em um raio de 30 metros ao redor das mesmas. Detectou-se uma limitação na dispersão de sementes 
de H. dulcis por aves a curtas distâncias na área de estudo. Foi observada uma relação exponencial negativa entre o número 
de sementes e a distância de árvores de H. dulcis em sítios não-invadidos, enquanto uma relação exponencial positiva foi 
encontrada entre o número de sementes e a área basal das árvores amostradas. A eliminação de árvores de H. dulcis foi 
efetiva para reduzir a chegada de sementes em sítios não colonizados pela espécie, havendo um menor número de 
sementes em parcelas submetidas ao corte do que em parcelas controle. 
 
Palavras-chave: colonização, pressão de propágulos, dispersão por aves, manejo, controle. 

 



Mongabay.com Open Access Journal - Tropical Conservation Science Vol.8 (3): 610-622, 2015 

 

  
 

Tropical Conservation Science | ISSN 1940-0829 | Tropicalconservationscience.org 
611 

 
 
 
 
 
 
 
 
 
 
 
 
 
 
 
 
 
 
 
 
 

Introduction 
Successful plant invasions involve appropriate biological traits of introduced species, characteristics of 
the communities where they arrive, local abiotic environments, and propagule pressure [1, 2]. 
Propagule pressure is an essential condition for the success of invasions at different scales [3, 4] and 
has two major components: the number of individuals released in each introduction effort, and the 
number of introduction events [4]. There is also a genetic component called propagule diversity, which 
refers to the number of genetically different source populations in a certain area [3]. The more intense 
the propagule pressure and the larger the genetic diversity of source populations, the larger the chance 
of establishment success of alien species [5].  
 
Once a species has naturalized at a local scale, i.e., is capable of surviving and producing reproductive 
descendants in the new habitat [6], dispersal mechanisms will determine the magnitude and speed of 
propagule arrival onto new sites, which  may influence invasion success [7]. Species with fleshy fruits, 
attractive to animal seed dispersers, are often considered potentially highly invasive [8-10] because 
vertebrate dispersal leads to rapid spread at different spatial scales, often increasing seed germination 
and seed deposition in sites favorable for seedling establishment [11-13]. 
 
Attracting frugivores to patches of invasive plants requires the local abundance of fruit, which may 
primarily depend upon density, size, age structure, and spatial distribution of invasive plants [14-16]. 
Characteristics such as fruit color, fruit or infructescence size, nutritional content, and pulp/seed ratio 
are also important determinants of frugivore attraction [17-20]. Different groups of animals may act 
as long- or short-distance dispersers of invasive species [7, 21]. While short-distance dispersal 
determines local population dynamics, long-distance dispersal induces the establishment of new 
populations and their connection in metapopulations [7]. In general, local dispersal fills the gaps left 
by the advance of new invasions (but also see Cousens et al. [22]). Understanding the growth patterns 
of existing patches and the distance and intensity of propagule arrival in different habitats is necessary 
to constrain the spread of invasive plants. 
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The Japanese raisin tree (Hovenia dulcis Thunb. - Rhamnaceae) is a deciduous tree species native to 
East Asia [23] and invasive in forests in South America and in Tanzania [24-26]. It is a fast growing 
pioneer species that reaches 10 to 25 meters in height and reproduces sexually by seeds [27]. It bears 
fruits between March and October in Brazil [27], with more intense fruiting in winter, between June 
and July. It produces dark brown, dry globular fruits measuring 6-7mm in diameter containing two to 
four seeds connected to brown peduncles rich in carbohydrates that become thick and fleshy when 
ripe [27, 28] (Fig. 1). Intact seeds are consumed both in its native range and in South American forests 
and dispersed over short and long distances in mammal feces [28-30]. In both regions, birds feed on 
the fleshy peduncles but do not swallow or carry the seeds long distances. The infructescences are in 
general carried short distances by the peduncles,  so their transport and seed droppings are incidental 
[28, 30]. Forest dwelling birds Trogon surrucura (Southern surucua trogon), Penelope obscura (Dusky-
legged guan), and Pyroderus scutatus (Red-ruffed fruitcrow) have been observed feeding on H. dulcis 
infructescences in tree crowns in the study area [30, 31]. The first of these bird species is quite common 
in forests in Southern Brazil and is adapted to anthropogenic disturbance; the other two species occur 
in more protected forests with higher density vegetation, their populations reduced due to hunting 
and deforestation [31, 32]. Ants can serve as secondary dispersers of H. dulcis [30]. 
 
Hovenia dulcis occurs in patches of different sizes in the study area, in a vegetation mosaic resulting 
from fragmentation caused by logging until the first half of the 20th century [33] (Fig. 1). While habitat 
fragmentation may create barriers to animal dispersal in some situations at a landscape scale [34], it 
may increase invasion rates in others [35]. Vegetation fragments may serve as stepping stones for 
frugivorous birds and, consequently, function as seed dispersal foci for invasive plants (sensu nascent 
foci [36]). In this study, our assumption was that the local spread of H. dulcis from invaded patches is 
mediated by frugivore birds that use the infructescences as a food source. The main objective of this 
study was to characterize the arrival of H. dulcis propagules in non-invaded sites from invaded patches 
at a local spatial scale. The specific objectives were to (1) compare the arrival of H. dulcis propagules 
by local bird seed dispersal in non-invaded sites with different vegetation types, establishing the 
relation of propagule pressure to age, distance, and abundance of potential seed sources; and (2) 
assess the effect of felling adult H. dulcis trees on propagule arrival in different vegetation types. 
 

 

 
 
Fig. 1 Leaves, fruits and 
seeds of Hovenia dulcis 
populations in forest 
fragments in the Fritz 
Plaumann State Park, 
Brazil. The invasive 
species can be 
distinguished by the 
light green color of the 
crowns indicated by 
red arrows and by 
areas delimitated by 
red lines (Credit: 
Michele de Sá 
Dechoum). 
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Methods 
Study area 
This study was carried out in remnants of seasonal deciduous forest in the Fritz Plaumann State Park, 
Santa Catarina, Brazil (27° 16’18” and 27° 18’ 57” S, and 52° 04’ 15” and 52° 10’ 20” W) (Fig. 2), in Cfa 
(subtropical) climate according to the Köppen-Geiger classification system. The seasonal deciduous 
forest is now highly fragmented and reduced to 16% of its original area in Santa Catarina state, with 
90% of the remnants smaller than 50 ha [37]. The park was established in 1998 and covers 740 hectares 
in the Atlantic forest domain, containing the threatened species Ocotea odorifera (Vell.) Rohwer 
(Lauraceae) (canela-sassafrás) [38]. The vegetation is currently composed of forest fragments in 
different successional stages, herein defined as "closed vegetation," interspersed with herbaceous-
shrubby vegetation in early regeneration stages, herein defined as "open vegetation." The area was 
formerly occupied by rural properties used for agriculture, cattle ranching, and wood exploitation [33]. 
The vegetation has been regenerating since the park was established.  
 
 

 

 
 
 
 
 
 
 
 
 
 
 
 
 
Fig. 2 Location of the 
Fritz Plaumann State 
Park, Santa Catarina 
state, southern Brazil 
[Source: 29]. 
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Hovenia dulcis was introduced in the study region in the second half of the 20th Century [37], and 
intensively cultivated after the 1980s, when agroindustries in the region promoted its use in pig and 
chicken farms [39]. Since its introduction, H. dulcis has been extensively planted in rural properties for 
wood [39], shade for cultivation and pasture areas, hedges, and energy production [27]. 
 
Data collection 
Sixty 10 x 10 m plots were set up in sites without H. dulcis, forty of them in closed vegetation, and 
twenty in open vegetation. A minimum distance of 100 meters was kept between plots. The number 
of plots set up in open and closed vegetation was different because the closed vegetation forest 
fragments are the main vegetation types in the area, covering about 65% of the park surface [31]. All 
H. dulcis trees with diameter at breast height (DBH) over 5 cm located outside the plots in a 30 meter 
radius from the central points of each plot were marked, measured, and their heights estimated. These 
trees were considered potentially reproductive adults [27].  The distance from each tree to the center 
of the plot was measured, and the surrounding vegetation was classified as open or closed. 
 
Five 0.6 x 0.6 m seed traps were set up in each plot 0.5 m above the ground, one in the center and the 
other four 2.5m from each corner towards the center. The number of trees functioning as perch poles 
was counted inside each plot. All trees higher than four meters with at least one branch were 
considered potential perch poles for birds. The material accumulated in the seed traps was collected 
every fortnight during the species fruiting period (May to September, 2012), and the H. dulcis seeds 
were counted.  
 
In October 2012 the adult H. dulcis trees located within a 30 meter radius of 50% of the plots in each 
vegetation type were felled. These plots were selected at random. Between May and September 2013 
the collection of seeds was repeated in all the plots (managed and not managed). The age of the felled 
trees was determined from the growth rings, generating data that were used to estimate the age of 
the remaining trees in the plots. 
 
Data analysis 
In order to relate propagule arrival to H. dulcis tree abundance, distance and age, the age of trees had 
to be estimated. Regression equations generated from the data from the 506 trees felled in October 
2012 were used to estimate the age of the remaining H. dulcis trees using Biostat 5.0 software [40]. 
The equations that best described the correlations were: y=0.24 + 2.36ln(x) (R²=58.4) for trees growing 
in open vegetation, and y=4.01x^0.26 (R²=62.5) for trees in closed vegetation, where y equals age and 
x is basal area. Propagule arrival was estimated by the potential seed rain index (PSRI), which is a single 
parameter calculated in order to estimate propagule production and arrival in non-invaded sites. The 
formula ∑(BA/d2) was used to estimate PSRI, in which BA stands for basal area, and d is the distance in 
meters from the plot center to each mature tree in a 30 meter radius (modified from Rejmánek et al. 
[41]). This calculation was made for the years 2012 and 2013 for each vegetation type (open and 
closed). 
 
Differences in the mean number of H. dulcis trees in 2012, as well as the mean basal area, age and 
height of plants sampled in the 30 meter radius around open and closed vegetation sites were 
compared via t tests with permutation (5000 iterations; [42]) because the distribution of data was not 
normal and did not result in homogeneity of variance. The mean distance between each tree and the 
center of the respective plot, the mean PSRI values and the number of perch trees in 2012 were 
compared between closed and open vegetation sites using the same test. Frequency histograms were 
constructed using the age data from sampled trees for comparison between those growing in open 
and closed vegetation. These histograms were based on five 8-year interval age classes, where the first 
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class was comprised of trees that started to grow after the Park was established (between six and 14 
years) when logging was no long occurring in the forest . 
 
The numbers of seeds collected in the five seed traps in each plot were added up for all the field visits 
made in each year, resulting in the total number of seeds per plot per year (2012 and 2013). One plot 
where branches of an H. dulcis tree were found hanging over the seed trap was excluded from the 
analysis. The number of seeds found in closed vegetation in 2012 was used to assess the relation 
between propagule arrival in sites where H. dulcis was not present (response variable) and three 
explanatory variables: PSRI in each plot, total number of perch poles in each plot, and mean age of H. 
dulcis trees sampled in a 30 meter radius around the plots. The analysis was carried out only for closed 
vegetation, as no seeds were found in the traps set up in the open vegetation plots (see Results). A 
collinearity analysis among the variables was performed a priori using variance inflation factors (VIF).  
However, no variable was excluded, as all VIF values were lower than three, indicating no collinearity 
among variables [43]. A generalized linear model (GLM) was used assuming the Poisson distribution 
for the number of seeds and the log link function for the relationship between seed number and 
explanatory variables. The inclusion or exclusion of variables was based on AIC (Akaike´s Information 
Criterion) values calculated using maximum likelihood. As data overdispersion was detected 
(overdispersion = variance > mean in response variable), a correction of standard errors was made 
using a quasi-GLM model in which variance is the result of  f × µ, where f is the dispersion parameter, 
and µ the mean [44]. The estimate of the dispersion parameter f was 9.59, which led to all standard 
errors being multiplied by 3.1 (the square root of 9.59). 
 
To assess the effect of H. dulcis felling, we compared the total number of collected seeds between 
managed and unmanaged plots in closed vegetation. The analysis used generalized linear mixed 
modeling (GLMM) assuming the Poisson distribution for the number of seeds and the log link function 
for the relationship between seed number and explanatory variables. The variables year (2012 or 
2013), treatment (control or felling), and the interaction between year and treatment were considered 
fixed effects, while the plots were repeatedly measured replicates and therefore considered random 
effects. All statistical analyses and figures were produced with R software [45], using the lmPerm 
package for parametric tests with permutation, the lme4 package for GLM and GLMM, and the Sciplot 
package for the bar plots. 
 

Results 
A total of 1,169 H. dulcis trees was recorded around the plots, 383 in closed vegetation, and 786 in 
open vegetation. Hovenia dulcis was absent in the 30 m radius area of eight plots, six of them in closed 
vegetation, and two in open vegetation. The age range in closed vegetation varied from six to 44 years, 
with about 39% (n=306) of the plants in the first age class (6 to 14 years), and 40% (n=320) in the 
second age class (> 14 to 22 years) (Fig. 3a). In open vegetation, 78% (n=299) of the trees were in the 
first age class, while the age range varied between six and 37 years (Fig. 3b). Of all sampled trees, 
43.3% (506) were felled near plots selected for management, with 422 (83.4%) near plots in closed 
vegetation, and 84 (17.6%) near plots in open vegetation.   
 
In 2012, average height (t=3.6, df=32.6, p=0.001), average basal area (t=3, df=42.3, p=0.004), and 
average age (t=6.1, df=47.1, p<0.0001) of H. dulcis trees were higher around closed vegetation plots 
than in open vegetation (Fig. 4).The number of perch poles (t=2.4, df=43.5, p=0.01) and PSRI (t=2.8, 
df=40.8, p=0.007) were also higher in closed vegetation (Fig. 4). Only average distance (t=-0.9, df=35.4, 
p=0.4) and average density (t=0.3, df=44.6, p=0.8) of H. dulcis trees did not differ between vegetation 
types (Fig. 4). A reduction in value of the parameters evaluated in 2013 was observed due to the felling 
of H. dulcis trees in 50% of the plots in each vegetation type (Fig. 4). 
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Fig. 3 Age frequency histograms of 
Hovenia dulcis trees sampled within a 
30 meter radius around plots in closed 
vegetation (a) (n=985) and in open 
vegetation (b) (n=184) in the Fritz 
Plaumann State Park, Brazil. The 
numbers above the bars refer to the 
number of plants in each age class. Age 
classes (years): (1) 6 - 14; (2) >14 - 22; (3) 
>22 - 30; (4) >30 - 38; (5) >38 - 46. 

 

 
 
 

 

 
Fig. 4 Parameters evaluated in plots 
(n=60) set up in closed vegetation 
(dark bars) and open vegetation 
sites (light bars) in the Fritz 
Plaumann State Park, Brazil, in 2012 
and in 2013. Average density (a), 
height (b), basal area (c), and age (d) 
(± standard deviation) refer to 
Hovenia dulcis trees present in a 30 
m radius around plots. Distance (e) 
= average distance of H. dulcis trees 
around plots. PSRI (f) - potential 
seed rain index = ∑ (BA/d2), where 
BA stands for basal area, and d 
stands for distance from the center 
of a plot to a mature tree, in meters, 
within a 30 m radius. Perch poles (g) 
indicate the average number of 
woody plants with a minimum 
height of four meters and at least 
one stem bifurcation. The 2013 data 
refer to the same plots after the 
felling of H. dulcis trees around 50% 
of the plots (n=30 plots). The 
number of perch poles (g) was 
compared between closed and open 
vegetation in 2012 only. Parameters 
represented by bars with different 
symbols differed between closed 
and open vegetation types in 2012. 
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No seeds accumulated in the seed traps in open vegetation in 2012 or in 2013. The numbers of seeds 
collected in closed vegetation did not differ between control and (pre) felling plots in 2012 (Z=0.97, 
p=0.33), but were different between seed collection years (Z=21.2, p<0.0001) and between control 
and felling plots in 2013 (Z=-7.5, p<0.0001) (Tables 1 and 2). 
 

Table 1. Numbers of seeds found in plots (n=40) in closed vegetation sites in the Fritz Plaumann State 
Park, Brazil, in 2012 and in 2013. Seeds were collected before and after felling Hovenia dulcis trees in 
a 30 meter radius around half the plots. Felling = plots where H. dulcis trees were cut down in a 30 
meter radius after seed trap monitoring in 2012; No felling = plots in which H. dulcis trees were not cut 
down after seed trap monitoring in 2012. 

 

  2012 2013 

 Felling No felling Felling No felling 

Number of plots with seeds 2 6 1 7 
Number of traps with seeds 4 9 2 18 
Number of seeds 11 44 2 1268 

 
 

Table 2. Statistics for the models analyzed for differences in number of seeds of Hovenia dulcis between 
2012 and 2013, and between control and felling plots in closed vegetation sites in the Fritz Plaumann 
State Park, Brazil. 

 

Fixed effects Estimate Standard error Z value df p 

Intercept -9.211 1.8871 -4.881  <0.0001 
Control x felling 2012 2.0059 2.067 0.97 1 0.332 
2012 x 2013 3.5327 0.1668 21.181 1 <0.0001 
Control x felling 2013 -5.7299 0.7638 -7.502 1 <0.0001 

 
 
PSRI showed a significant effect of the number of seeds collected in closed vegetation sites in 2012 
(Explained deviance=19.86, p<0.0001) (Fig. 5, Table 3). The variables "perch poles" and "age" were 
stepwise excluded as they were not significant (p>0.05). The distribution of the number of seeds is 
best represented by the exponential function in relation to PSRI, which minimizes variance dispersion 
(Fig. 5). 

 
Table 3. Statistics of the model analyzed for number of seeds of Hovenia dulcis in seed traps (response) 
and potential seed rain index (PSRI) (factor) in closed vegetation in the Fritz Plaumann State Park, Brazil. 
PSRI - potential seed rain index = ∑ (BA/d2), where BA stands for basal area, and d stands for distance 
from the center of a plot to a mature tree, in meters, within a 30 m radius. 

 

Parameter Estimate Standard error t value df p 

Intercept -0.43514 0.65648 -0.0663 38 0.51 
PSRI 0.02369 0.0165 2.223 37 0.0324 
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Fig. 5 Relationship between seed number 
and potential seed rain index (PSRI) of 
Hovenia dulcis in closed vegetation sites in 
the Fritz Plaumann State Park, Brazil, in 
2012. PSRI - potential seed rain index=∑ 
(BA/d2), where BA stands for basal area, 
and d stands for the distance from the 
center of each plot to a mature tree, in 
meters, in a 30 meter radius around plots. 
Full line = model prediction; dotted lines = 
confidence intervals (±1.96 standard error). 
 

Discussion 
Dispersal of  H. dulcis seems to be relatively rare at the local scale in the study area. This limitation 
seems to occur both in open vegetation, where no seeds accumulated in the seed traps, and in closed 
vegetation, where the numbers of seed traps with seeds as well as the numbers of seeds found in the 
traps were low in relation to the sampling effort (the maximum number of seed traps with seeds was 
18, equivalent to 6% of the 300 seed traps set up in the area) and to the number of fruits produced 
per plant in the study site (which varied between 22.2 and 40.2 fruits/tree/month/m² crown projection 
- [30]). Limited seed dispersal of exotic woody plants at similar scales was observed in several other 
studies [46-49]. 
 
A lower frequency of bird visitation in the open vegetation type may be one cause of limited seed 
dispersal in this habitat. Patches of H. dulcis trees in the open vegetation were formed by smaller 
(smaller basal area and height) and younger plants than in the sites with closed vegetation. Considering 
the positive relationship between basal area and age found in this study (age = f[basal area] function 
presented in Material and Methods), and positive correlation between fecundity and basal area, 
height, and age, it is certain that younger and smaller plants produce fewer fruits than older and larger 
trees [50-52]. Lower fruit yield likely leads to lower bird attraction for foraging, reducing the amount 
of consumed fruit and seed dispersal, as demonstrated by Amodeo and Zalba [16]. 
 
According to Deckers and collaborators [53], landscape structures acting as perches seem to especially 
promote dispersal by frugivorous birds. The perch pole effect may be defined as the increase of seed 
deposition under perch trees or under structures serving as perches for birds [12, 54], which are of 
fundamental importance for invasive species dispersal [55]. A smaller number of perch poles in open 
vegetation plots may cause birds to use these areas less than closed vegetation sites [49, 53], reducing 
seed arrival. However, in our study, perch poles did not seem to be an important predictor variable of 
seed numbers arriving in closed vegetation sites. 
 
It is important that our study considered the primary short distance dispersal of H. dulcis seeds by 
frugivorous birds in order to explain spread from already established patches. However, we stress that 
apart from birds, H. dulcis is also dispersed by terrestrial mammals such as Cerdocyon thous [30]. 
Cerdocyon thous (Crab-eating fox) is generally recognized as an efficient seed dispersal agent as it feeds 
on large quantities of seed and is capable of covering long distances even in heterogeneous landscapes 
[56]. Seeds of H. dulcis were also observed in Atta sexdens ant nests [30]. Although frequently ignored, 
secondary dispersal of seeds may greatly affect seed shadow and dispersal distances [14]. Secondary 
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dispersal by ants, for example, may result in seeds displaced to sites with higher light intensity, rich in 
nutrients and protected from predators [57], expanding existing foci. Understanding the relevance of 
secondary dispersal to invasion is essential, therefore, to selection of management strategies for the 
invasive species under study. 
 
The presence of plants younger than ten years old in closed vegetation is evidence that the species is 
regenerating in the study area [58]. This result was unexpected, given that the species is considered a 
pioneer [27] and may be an indicator of shade tolerance in the seedling stage [58], as already 
demonstrated for other invasive plants [59-60]. Seed germination may occur in winter, when more 
light reaches the forest floor due to leaf loss by deciduous trees and H. dulcis reaches the peak of fruit 
production. Studies on seed viability in the soil and shade tolerance in the seedling establishment 
phase can provide complementary information about possible invasion opportunity associated with 
deciduous forests, and consequently, for prioritizing control efforts. 
 
In closed vegetation areas the variable that best explained the numbers of H. dulcis seeds was PSRI, 
with a positive exponential relation between variables. The graphic representation of this relationship 
(Fig. 5) is very similar to the exponential curve proposed in the theoretical model describing the dose-
response relationship between propagule pressure and establishment probability of introduced 
species [61]. In this theoretical model, the exponential relationship means that the saturation value of 
propagule pressure that would result in maximum establishment success for the species has not yet 
been reached, so management efforts to reduce the arrival of the species propagules may be beneficial 
[3]. Following a logic similar to the dose-response model [61], management strategies may be directed 
at keeping PSRI lower than 60 before the dramatic increase in propagule production following this 
value. This could be achieved by removing the trees with largest basal area from the borders of invaded 
patches. Outlying isolated trees or low density patches of invasive trees must be a primary target of 
management [36, 62, 63], because isolated trees are usually more fertile than trees in patches [52]. In 
this management strategy for reducing or containing invasion [64], habitat heterogeneity must also be 
considered for defining priority sites for control, and control efforts must primarily target higher 
invasion-prone sites [63], such as those characterized by semi-open vegetation. 
 

Implications for conservation 
Even at a small scale, short distance bird dispersal may facilitate the establishment of H. dulcis in closed 
vegetation sites. Felling adult H. dulcis trees in a 30-meter radius around non-invaded closed 
vegetation sites was sufficient to substantially reduce the arrival of seed in these areas. Therefore, we 
recommend that a minimum distance of 30 meters from forest fragment borders should be considered 
a priority for elimination of H. dulcis individuals, as well as continuous monitoring and control activities 
to reduce the intensity of seed arrival in protected areas and in other sites of high conservation value. 
This should prevent, or at least slow, the establishment of new invasion foci or the aggravation of 
already existing invasions (Fig. 1). We recommend that pioneer, deciduous and fast-growing native 
species should be used in restoration efforts following removal of the invasive species, in order to 
outcompete H. dulcis [58]. 
 

Acknowledgements 
Financial support was received from Tractebel Energia S.A., PPGECO UFSC (Brazil) and FAPESC-Brazil. 
Sílvia Ziller, Rafael Zenni and Clare Aslan provided important suggestions on different versions of the 
manuscript, and also helped improve the language. M.S.D. is supported by CAPES-Brazil. S.M.Z. 
receives support from the Universidad Nacional del Sur and CONICET, Argentina. 
 

 



Mongabay.com Open Access Journal - Tropical Conservation Science Vol.8 (3): 610-622, 2015 

 

  
 

Tropical Conservation Science | ISSN 1940-0829 | Tropicalconservationscience.org 
620 

References 
[1] Richardson, D. M. and Pysek, P. 2006. Plant invasions: merging the concepts of species invasiveness 

and community invasibility. Progress in Physical Geography 30:409-431. 
[2] Fridley, J. D. 2011. Invasibility of communities and ecosystems. In: Encyclopedia of Biological 

Invasions. Simberloff, D. and Rejmánek M. (Eds.), pp.356-360. University of California Press, 
Berkeley and Los Angeles, USA. 

[3] Lockwood, J. L., Cassey, P. and Blackburn, T. 2005. The role of propagule pressure in explaining 
species invasions. Trends in Ecology and Evolution 20:223–228. 

[4] Simberloff, D. 2009. The role of propagule pressure in biological invasions. Annual Review of 
Ecology, Evolution, and Systematics 40:81–102. 

[5] Crawford, K. M. and Whitney, K. D. 2010. Population genetic diversity influences colonization 
success. Molecular Ecology 19:1253–1263. 

[6] Richardson, D., Pysek, P., Rejmánek, M., Barbour, M. G., Panetta, F. D. and West, C. J. 2000. 
Naturalization and invasion of alien plants: concepts and definitions. Diversity and Distributions 
6:93–107. 

[7] Schupp, E. W. 2011. Dispersal ability, plants. In: Encyclopedia of Biological Invasions.  Simberloff, D. 
and Rejmánek, M. (Eds.), pp.159-165. University of California Press, Berkeley and Los Angeles, USA. 

[8] Rejmánek, M. and Richardson, D. M. 1996. What attributes make some plant species more invasive? 
Ecology 77:1655–1661. 

 [9] Daehler, C. C., Denslow, J. S., Ansari, S. and Kuo, H-C. 2004. A risk-assessment system for screening 
out invasive pest plants from Hawaii and other Pacific islands. Conservation Biology 18:360–368. 

[10] Richardson, D. M. and Rejmánek, M. 2011. Trees and shrubs as invasive alien species—a global 
review. Diversity and Distributions 17:788–809. 

[11] Panetta, F. D. and McKee, J. 1997. Recruitment of the invasive ornamental Schinus terebinthifolius 
is dependent upon frugivores. Australian Journal of Ecology 22:432–438. 

[12] Wenny, D. G. 2001. Advantages of seed dispersal: A re-evaluation of directed dispersal. 
Evolutionary Ecology Research 3:51–74. 

[13] Verdú, M. and Traveset, A. 2004. Bridging meta-analysis and the comparative method: a test of 
seed size effect on germination after frugivores' gut passage. Oecologia 138: 414–418. 

[14] Nathan, R. and Muller-Landau, H. C.  2000. Spatial patterns of seeds dispersal, their determinants 
and consequences for recruitment. Trends in Ecology and Evolution 15: 278-285. 

[15] Aslan, C. E. 2011. Implications of newly-formed seed-dispersal mutualisms between birds and 
introduced plants in northern California, USA. Biological Invasions 13:2829-2845. 

[16] Amodeo, M. R. and Zalba, S. M. 2013. Wild cherries invading natural grasslands: unraveling 
colonization history from population structure and spatial patterns. Plant Ecology 214:1299-1307. 

[17] Debussche, M. and Isenmann, P. 1990. Fleshy fruit characters and the choices of bird and mammal 
seed dispersers in a Mediterranean region. Oikos 56:327–338. 

[18] Whelan, C. J. and Willson, M. F. 1994. Fruit choice in migrating North American birds: field and 
aviary experiments. Oikos 71:137–151. 

[19] Herrera, C. M. 1998. Long-term dynamics of Mediterranean frugivorous birds and fleshy fruits: a 
12-year study. Ecological Monographs 68:511–538. 

[20] Levey, D. J. and Martínez del Rio, C. 2001. It takes guts (and more) to eat fruit: lessons from avian 
nutritional ecology. The Auk 118:819–831. 

[21] Richardson, D. M., Allsopp, N.,  D'Antonio, C. M., Milton, S. J. and Rejmánek, M. 2000b. Plant 
invasion - the role of mutualism. Biological Reviews 75:65-93. 

[22] Cousens, R., Dytham, C. and Raw, L. 2008. Dispersal in plants. A population perspective. Oxford 
University Press, Oxford, UK. 

[23] Kopachon, S., Suriya, K., Hardwick, K., Pakaad, G., Maxwell, J. F., Anusarnsunthorn, V., Blakesley, 
D., Garwood, N. C. and Elliott, S. 1996. Forest restoration research in northern Thailand: 1. The 



Mongabay.com Open Access Journal - Tropical Conservation Science Vol.8 (3): 610-622, 2015 

 

  
 

Tropical Conservation Science | ISSN 1940-0829 | Tropicalconservationscience.org 
621 

fruits, seeds and seedlings of Hovenia dulcis Thunb. (Rhamnaceae). Natural History Bulletin of the 
Siam Society 44:41–52. 

[24] Hyun, T. K., Eom, S.H., Yu, C. Y. and Roitsch, T. 2010. Hovenia dulcis - an Asian traditional herb. 
Planta Medica 76:943-949. 

[25] Zenni, R. D. and Ziller, S. R. 2011. An overview of invasive plants in Brazil. Revista Brasileira de 
Botânica 34:431-446. 

[26] Rejmánek, M. and Richardson, D. M. 2013. Trees and shrubs as invasive species - 2013 update on 
the global database. Diversity and Distributions 19:1093-1094. 

[27] Carvalho, P. E. R. 1994. Ecologia, silvicultura e usos da uva-do-japão (Hovenia dulcis Thunberg). 
Circular Técnica EMBRAPA Florestas, Colombo, Brazil. 

[28] Zhou, Y., Newman, C.,  Xie, Z. and Macdonald, D. W. 2013. Peduncles elicit large-mammal 
endozoochory in a dry-fruited plant. Annals of Botany 112:85-93. 

 [29] Hendges, C. D., Fortes, V. B. and Dechoum, M. S. 2012. Consumption of the invasive alien species 
Hovenia dulcis Thunb. (Rhamnaceae) by Sapajus nigritus Kerr, 1792 in a protected area in southern 
Brazil. Revista Brasileira de Zoociências 14:255-260. 

[30] Lima, R. E. L. 2014. Dispersão de sementes de Hovenia dulcis Thunb. (Rhamnaceae) - uma espécie 
invasora em área de Floresta Estacional Decidual. Master's Thesis, Federal University of Santa 
Catarina, Brazil. 

[31] FATMA. 2005. Plano de Manejo do Parque Estadual Fritz Plaumann. FATMA, Florianópolis, Brazil. 
[32] Rosário, L. A. 1996. As aves em Santa Catarina - distribuição geográfica e meio ambiente. Fundação 

do Meio Ambiente, Florianópolis, Brazil. 
[33] Silva, E. H. 2008. As transformações do território a partir dos processos de criação e planejamento 

do Parque Estadual Fritz Plaumann (Concórdia, SC). Master's Thesis, Federal University of Santa 
Catarina, Brazil. 

[34] Hutchinson, T. F. and Vankat, J. L. 1998. Landscape structure and spread of the exotic shrub 
Lonicera maackii (Amur honey-suckle) in southwestern Ohio forests. The American Midland 
Naturalist 139:383-390. 

[35] Gosper, C. R., Stansbury, C. D. and Vivian-Smith, G. 2005. Seed dispersal of fleshy-fruited invasive 
plants by birds: contributing factors and management options. Diversity and Distributions 11: 549–
558. 

[36] Moody, M. E. and Mack, R. N. 1988. Controlling the spread of plant invasions: the importance of 
nascent foci. Journal of Applied Ecology 25:1009–1021 

[37] Vibrans, A. C., Sevegnani, L., de Gasper, A. L. and Lingner, D. V. 2012. Inventário Florístico Florestal 
de Santa Catarina - Floresta Estacional Decidual. Edifurb, Blumenau, Brazil. 

[38] Brasil. 2008. Instrução Normativa 6, de 23 de setembro de 2008. Reconhece as espécies da flora 
brasileira ameaçadas de extinção. Diário Oficial da República Federativa do Brasil, Poder Executivo, 
Brasília, DF, 24 set. 2008. 

[39] Selle, G. L. 2009. Guias de densidade e índices de sítios para Hovenia dulcis Thunberg na região 
central do estado do Rio Grande do Sul, Brasil. PhD Dissertation, Federal University of Santa Maria, 
Brazil. 

[40] Ayres, M., Ayres Junior, M., Ayres, D. L. and Santos, A. A. 2007. Biostat 5.0 - aplicações estatísticas 
nas áreas das ciências biomédicas. OnG Mamirauá, Belém, Brazil. 

[41] Rejmánek, M., Richardson, D. M. and Pysek, P. 2013. Plant invasions and invasibility of plant 
communities. In: Vegetation Ecology, 2nd edn. Van der Maarel, E. and Franklin, J. (Eds), pp.387-
424. Wiley-Blackwell. 

[42] Wheeler, R. E. 2010. Permutation tests for linear models in R. http://cran.r-
project.org/web/packages/lmPerm/vignettes/lmPerm.pdf. Accessed in 15 July 2014. 

[43] Zuur, A. F., Ieno, E. N. and Smith G.M. 2007. Analysing Ecological Data. Springer. 
[44] Zuur, A. F., Ieno, E. N., Walker, N. J., Saveliev, A. A. and Smith, G. M. 2012. Mixed Effects Models 

and Extensions in Ecology with R, Statistics for Biology and Health. doi:10.1007/978-0-387-87458-6 
1. 

http://cran.r-project.org/web/packages/lmPerm/vignettes/lmPerm.pdf
http://cran.r-project.org/web/packages/lmPerm/vignettes/lmPerm.pdf


Mongabay.com Open Access Journal - Tropical Conservation Science Vol.8 (3): 610-622, 2015 

 

  
 

Tropical Conservation Science | ISSN 1940-0829 | Tropicalconservationscience.org 
622 

[45] R Core Team. 2014. R: A language and environment for statistical computing. R Foundation for 
Statistical Computing, Vienna, Austria. URL http://www.R-project.org/. 

[46] Mazia, C. N., Chaneton, E. J., Ghersa, C. M. and León, R. J. C. 2001. Limits to tree species invasion 
in pampean grassland and forest plant communities. Oecologia 128:594-602. 

[47] Siemann, E. and Rogers, W. E. 2003. Herbivory, disease, recruitment limitation and success of alien 
and native tree species. Ecology 84:1489-1505. 

[48] Manning, P., Putwain, P. D. and Webb, N. R. 2004. Identifying and modeling the determinants of 
woody plant invasion of lowland heath. Journal of Ecology 92:868-881. 

[49] McCay, T. S. and McCay, D. H. 2009. Processes regulating the invasion of European buckthorn 
(Rhamnus cathartica) in three habitats of the northern United States. Biological Invasions 11:1835-
1844. 

[50] Perglová, I., Pergl, J. and Pysek, P. 2006. Flowering phenology and reproductive effort of the 
invasive alien plant Heracleum mantegazzianum. Preslia 78:265-285. 

[51] Burnham, K. M. and Lee, T. D. 2010. Canopy gaps facilitate establishment, growth, and 
reproduction of invasive Frangula alnus in a Tsuga canadensis dominated forest. Biological 
Invasions 12:1509-1520. 

[52] Debain, S., Curt, T., Lepart, J. and Prevosto, B. 2003. Reproductive variability in Pinus sylvestris in 
southern France: Implications for invasion. Journal of Vegetation Science 14:509-516. 

[53] Deckers, B., Verheyen, K., Hermy, M. and Muys, B. 2005.  Effects of landscape structure on the 
invasive spread of black cherry Prunus serotina in an agricultural landscape in Flanders, Belgium. 
Ecography 28:99-109. 

[54] Holl, K.D. 1998. Do bird perching structures elevate seed rain and seedling establishment in 
abandoned tropical pasture? Restoration Ecology 6:253-261. 

[55] Ferguson, R. and Drake, D. R. 1999. Influence of vegetation structure on spatial patterns of bird-
dispersed seeds. New Zealand Journal of Botany 37:671-677. 

[56] Cheida, C. C., Nakano-Oliveira, E., Fusco-Costa, R., Rocha-Mendes, F. and Quadros, J. 2006. Ordem 
Carnivora. In: Mamíferos do Brasil. Reis, R. R., Peracchhi, A. L., Pedro, W. A. and Lima, I. P. (Eds.), 
pp.231-275. Universidade Estadual de Londrina, Londrina, Brazil. 

[57] Bond, W. J., Stock, W. D. 1989. The costs of leaving home: ants disperse myrmecochorous seeds 
to low nutrient sites. Oecologia 81:412-417. 

[58] Dechoum, M. S., Castellani, T. T., Zalba, S. M., Rejmánek, M., Peroni, N. and Tamashiro, J. Y. 2015. 
Community structure, succession and invasibility in a seasonal deciduous forest in southern Brazil. 
Biological Invasions 17: 1697-1712. 

[59] Martin, P. H. and Canham, C. D. 2010. Dispersal and recruitment limitation in native versus exotic 
tree species: life-history strategies and Janzen-Connell effects. Oikos 119:807-824. 

[60] Godoy, O., Saldaña, A., Fuentes, N., Valladares, F. and Gianoli, E. 2011. Forests are not immune to 
plant invasions: phenotypic plasticity and local adaptation allow Prunella vulgaris to colonize a 
temperate evergreen rainforest. Biological Invasions 13:1615-1625. 

[61] Ruiz, G. M. and Carlton, J. T. 2003. Invasion vectors: a conceptual framework for management. In: 
Invasive Species - vectors and management strategies. Ruiz, G. M. and Carlton, J. T. (Eds.), pp.459-
504. Island Press. 

[62] Zhu, L., Sun, O. J., Sang, W., Li, Z. and Ma, K. 2007. Predicting the spatial distribution of an invasive 
plant species (Eupatorium adenophorum) in China. Landscape Ecology 22:1143-1154. 

[63] Chaplat, P., Hui, C., Maxwell, D. and Peltzer, D. D. 2014. Cross-scale management strategies for 
optimal control of trees invading from source plantations. Biological Invasions 16:677-690. 

[64] Buckley, Y. M., Anderson, S., Catterall, C. P., Corlett, R. T., Engel, T., Gosper, C. R., Nathan, R., 
Richardson, D. M., Setter, M., Spiegel, O., Vivian-Smith, G., Voigt, F. A., Weir, J. E. S. and Westcott, 
D. A.  2006. Management of plant invasions mediated by frugivore interactions. Journal of Applied 
Ecology 43:848-857. 

 


