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TrichodermaSpecies and theirBiological mechanisms

Abstract: In Agriculture, biocontrol agents (BCA) are an important tool for preventing crop losses from
plant pathogen infections and for increasing plant food production. Also reducing the need for chemical
pesticides and fertilizers, while offering aneco-friendlier and more sustainable alternative. The fungus genus
Trichoderma is one of the most commonly used and studied organisms for biocontrol applications due to its
numerous biocontrol traits, including parasitism, antibiosis, secondary metabolite production and induction
of plant defense systems. It is well known that there are several species of Trichoderma that are
mycoparasites. However, some of those species can antagonize other organisms such as nematodes and plant
pests, making this fungus a very versatile BCA. Bioformulations containing Trichoderma species or other
plant-beneficial microbes, such as plant growth-promoting bacteria (PGPB), have been used in agriculture.
The purpose of this reviewshows recent literature regarding biocontrol studies about six of the most widely
used Trichoderma species highlighting their biocontrol traits and the use of these fungal genera in
Trichoderma-based formulations to control or prevent plant diseases, and their importance as a substitute for
chemical pesticides and fertilizers

Keywords:Trichoderma,biocontrolagent,secondary metabolites,mycoparasitism
1. Introduction

\Global population growth is placing tremendous pressure on agricultural production systems due to the
increased demand for food. Thus, it is necessary to expand open-field cultivation areas, in addition to increasing
efficiency and investment in growing fruits and vegetables under greenhouse conditions. Chemical fertilizers
have been used to increase plant growth to the limit of the plant's innate capacity.]

In contrast, all agricultural systems are susceptible to potential pathogens, such as viruses, bacteria,
fungi, and other microorganisms [48], causing serious economic losses every year. This is why chemical
pesticides are the first choice for many agricultural producers. There is no doubt that pesticides are known for
their immediate use and solution to problems. Fertilizers and pesticides can cause collateral damage to the
environment, as well as to human and animal health [44,30,60]. Chemical pesticides also induce resistance in
pathogens, making them difficult to control after years of use [35]. Many countries, mostly in North America
and Europe, and some Asian countries are trying to regulate and reduce its use. A similar trend is taking place
among consumers, who are shifting from conventional to organic production, ignoring the large size and
appearance of fruits and vegetables. There are similar issues in other developing countries.

Plant diseases can be controlled or managed effectively through sustainable agriculture practices. There are
several genera of fungi that are effective biocontrol agents against fungal phytopathogens, such as
Alternaria, Penicillium, Pichia, Aspergillusand Trichoderma. As far as the field is concerned, Trichoderma
is most effective[70,77]. Sclerotium rolfsii disease symptoms were reduced by Trichoderma sp.Efficacious
biocontrol agents were produced by accumulating Salicylic and Jasmonic acids in Sunflower plants[77].
Under greenhouse conditions, ten endophytic fungi, including Penicillium sp., Guignardiamangiferae,
Hypocrea sp., Neurospora sp., Eupenicilliumjavanicum, Lasiodiplodiatheobromae, and Trichoderma sp.,
inhibited Fusariumoxysporumf.sp. cucumerinum, the disease-causing agent of Cucumber stem. Of 32 fungal
isolates from Brugmansiaaurea, A. aculeatus inhibited the growth of F. solaniand A. fumigatus, showing
potential as BCA [10].

A fungal BCA can also kill insects and nematodes. Insects that affect significant crops such as
Tetranychusurticae and other have been demonstrated to be controlled by several Trichoderma species [54].
Due to their positive effects on plant growth promotion, Arbuscular mycorrhizal fungi (AMF) have been
extensively studied; however, they are also effective against phytopathogens, such as Meloidogyneincognita
and other nematodes [54]. Another potential BCA for pathogens is Arthrobotrysoligospora, which forms
adhesive structures to capture nematodes.
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Abiotic stresses, including high temperatures, can be mitigated by fungi biocontrol agents [34,35].
Their ability to induce systemic resistance makes them useful as plant defense enhancers as well. Plant yields
are increased by this protection against several pathogens. The role of fungi in crop production and plant
growth is thus significant [55]. Trichoderma, Aspergillus, Fusarium, Penicillium, Piriformospora,
Rhizoctonia, Colletotrichum, Gliocladium, Phoma, and others induce plant growth [28,25]. A fungus called
Acremonium sp. enhanced root and shoot length of Allium tuberosum plants and was antifungal against
Botryiosphaeriadothidea and Botrytiscinerea [37]. Alternaria species, Phomopsis species and Cladosporium
species increased biomass in Tobacco plants, suggesting they could be used as plant growth promoters [86].
T. virens and T. atroviridecan enhance secondary root system development and biomass production of
Arabidopsis and Tomato plants [11,62], being one of the most used genera as plant growthpromoters.

Agricultural production systems must shift towards sustainability due to the damage caused by
chemical fertilizers and pesticides. To achieve this, they should minimize the use of synthetic fertilizers and
pesticides.As a low-cost, eco-friendly alternative, fungi of the genus Trichoderma promote plant growth and
provide protection against pests and pathogens. Bioinoculants containing Trichoderma as an antagonistic agent
are one of the most active biological control strategies in various countries. A substantial portion of the global
market for biological control agents (BCASs) is based on Trichoderma species [72,36]. A number of fungal and
oomycete pathogens are controlled by Trichoderma-based biopesticides, including
Acremoniumcucurbitacearum,  Alternaria  species,  Aphanomycescochlioides,  Aspergillus  species,
Lasiodiplodiatheobromae, Botrytis cinerea, Botrytis species, Collisletotnicios species, Collisletnicios species,
Diplodianatalensis, Fusarium species and Gaeumannomycesgraministritici,Lasiodiplodiatheobroma,
Phomabetae, Rhizoctonia solani, Rhizopus oryzae, Pythium spp., Serpulaspp., Sclerotium spp., Verticillium
dahliae, among others [72].

Trichoderma is a genus of filamentous fungi commonly found in soil, rhizospheres, and endospheres of
plants. In addition to controlling pathogens such as fungi and nematodes, these fungi have attracted our attention
[54]. These beneficial aspects of various Trichoderma species are discussed in this study, showing different
modes of action that are beneficial for many sustainable agricultural production systems.

2.Mode of actions of Trichoderma species

Trichoderma has been characterized as a biocontrol agent and plant growth promoter by over 200
species [15,6], leading to numerous studies to discover their mechanisms of action, focusing on mycoparasitism
and competition [74,59], the production of antagonistic secondary metabolites [54] and the induction of systemic
resistance in plants.

A number of Trichoderma species have been registered, including Trichodermaharzianum, T.
asperellum, T. atroviride, T. longibrachiatum, T. viride, and T. virens are the most sampled ones [39]. The first
three species are among the most common biocontrol agents used to control fungal phytopathogens by
mycoparasitism and competition. Meanwhile, species such as T. virens, T. longibrachiatum, and T. virideuse
antibiosis as a strong mechanism of action against several plant pathogens [51,59,49,83].

2.1Trichoderma atroviride

A filamentous fungus, Trichoderma atroviride is normally isolated from soil in temperate regions,
where it grows most efficiently at 25°C, exhibiting hyaline spores with inconspicuous aerial hyphae and gray or
dark green conidia within two to seven days [54]. It has a characteristic coconut smell due to the production of
the volatile compound 6-pentyl-2H-pyran-2-one, or 6-PP, which also acts as a biocontrol agent against several
plant pathogens, including Cylindrocarpondestructans, Macrophominaphaseolina, Phytophthora sp., as well as
stimulating plant growth and enhancing systemic resistance.

2.1.1 Competition

Competition for space and nutrients occurs when T. atrovirideinhibits Phytophthora growth and
zoospore synthesis.The interaction between T. atroviride and Tomato plants enhances their resistance to disease
caused by this oomycete [45].In addition,T.atroviride competes and antagonizes Fusarium avenaceum and
Fusarium culmorum, key Maize pathogens [10], and Neofusicoccum parvum, a Grapevine pathogen.Dual culture



assays reveal that T.atroviride can parasitize Neofusicoccumbatangarum, Neofusicoccumpervum, Phytophthora
nicotianae, Penicillium digitatum, Neococcus volvulus.P. commune, P. roqueforti, P. verrucosum, Aspergillus
steynii, Fusarium proliferatum,F. verticilloides, F. sporotrichoidesand F. poae[69].

2.1.2 Secondary metabolites

Biocontrol traits can be tested in whole fungal cultures or extracts. Individual components may also be
tested, or a combination of components identified from an extract as a whole may be tested. As a result, whole
fungal cultures (soluble metabolites) from the local T.atroviridestrain BC0584and its volatile organic
compounds (VOCs) suppress F. avenaceum. Conversely, both soluble metabolites and VOCs failed to inhibit
F.culmorum. However, both pathogens are controlled by T.atrovirideBC0584 [10]. VOCs are produced by
Trichoderma species, and 6-PP is the most characterized VOC produced by species that synthesize this
compound, such as T.atroviride[54]. Higher amounts of 6-PP are synthesized under dark conditions. As a result,
T.atrovirideP1 and IMI 206,040 strains acts against R. solaniand F. oxysporum[47]. Certain metabolites, like
antibiotics are obtained from fermented cultures after several days of growing the fungus in a liquid medium
[54]. Fermented cultures from T.atrovirideCCTCCSBWO0199 could inhibit B. cinerea growth in an in vitro assay
to 73% [43], indicating an antibiosis mechanism to control the pathogen.

During a broad-range pathogen study, found that both ethyl acetate extract and fungal filtrate from
Trichodermaare cytotoxic and inhibit growth of 25 pathogens, including seven Penicillium species, six
Aspergillus species, six Fusarium species, twoNeofusicoccum species, two Colletotrichum species, and two
Phytophthora species[69]. There are several physiological processes occurring in the Trichoderma velvet
complex, including the synthesis of secondary metabolites [83]. In a study to unravel the role of vell, a member
of the velvet complex in T. atrovirideT23, Karuppiah and collaborators [54,33] found that the fungal extract of
the wild-type strain and the vell overexpressing strain, both alone and in the co-culture with Bacillus
amyloliquefaciens1841, inhibit the growth of the Wheat pathogen F. graminearum, and decrease the disease
severity in plants treated with those strains; the authors also note that the co-cultures have a better inhibition rate
over the pathogen, and induce a stronger plant resistance than the single cultures [54].

It has been shown that some secondary metabolites produced by T.atroviridecan induce plant resistance
against the pathogen, for instance, fermented cultures of T. atroviride CCTCCSBWO0199 alone or in combination
with brassinolide can significantly increase peroxidase (POD) and superoxide dismutase (SOD) activity in
tomato plants, which can subsequently increase plant resistance and reduce the symptoms caused by B. cinerea
[43].

A swollenin is a protein similar to an expansin in plants that regulates cell wall remodelling and
colonization. TaSWO1, a swollenin produced by T.atroviride, induces resistance in Capsicum annum plants
against A. solaniand R. solani, reducing symptoms caused by these pathogens [63]. A LysM effector identified
as Tal6 in T.atrovirideIMI 206,040 binds fungal chitin, preventing the plant from sensing the BCA, allowing it
to establish a beneficial interaction, and enhancing T. atroviridemycoparasitic activity against B. cinerea,
Sclerotium cepivorum, Colletotrichum lindemutianumand R. solaniAG2 [61].T. atroviride is capable of
producing a wide range of volatile and non-volatile secondary metabolites that are indicative of its ability to
control different types of phytopathogens, making it an effective BCA in a wide variety of agricultural
environments.

2.1.3 Defence induction and priming

Induction of plant defence by T.atroviride is one of the most important mechanisms of action of this
BCA. It is due to the fact that it is capable of controlling a wide range of plant pathogens, compared to direct
mechanisms, such as mycoparasites, which may be limited. It is still possible to use indirect mechanisms to
supplement it in some instances. Therefore, T. atrovirideis an effective antagonist of several fungal, oomycete,
insect, and other plant pathogens.

Various plant defense responses can be induced when Trichoderma colonizes a plant's roots; for
example, T. atroviride SC1 induces a SA-mediated defense response within grapevine Tempranillo cultivar,
enhancing the protection of the plant against Neosporaparvum, which is also inhibited when it is grown in dual
cultures with T. atroviride[42]. When Trichoderma species colonize a plant, they alter its transcriptome,
modifying genes that are involved in plant defense responses, such as T. atrovirideP1, which modifies gene



transcripts related to plant defense, and induces plant-defense related VOCs to attract the aphid-predatory wasp
Aphidiuservi. A more effective defense mechanism can be found in tomato plants against the aphid
Macrosiphum euphorbiae and the moth Spodopteralittotalis [13], showing that T.atroviridemay control
pathogens indirectly, modulating the physiology of plants. Besides modifying plant defense genes, colonization
of plants by T.atroviridealso induces Arabidopsis’s sSRNA-mediated gene silencing, leading to an increase in
gene expression of JA and SA-mediated pathways, which in turn results in priming and increases resistance
against B. cinerea [57].

2.2Trichoderma harzianum

T. harzianumgrows best in temperate climates, with optimal growth at 30 °C; conidia appear at day 2 in
concentric zones on Petri dishes, changing from green to brown; unlike T. atroviride, T. harzianum has no
distinctive odour. It can be found in several substrates, such as soil, other fungi, decaying plant material and as
an endophyte of several plants. As a biocontrol agent, it combats soil-borne diseases. As one of the active
ingredients in commercial products used to control crop diseases and promote plant growth and yield [54], it has
been widely used in agriculture.

2.2.1 Competition

The fungus T.harzianumsuppresses mycotoxin-producing fungi as well as Fusarium solanithrough
competition and antibiosis [8,17]. In an in vitro assay of F. oxysporumf.sp. lycopersiciin confrontation with five
Trichoderma species, all the species inhibited the pathogen’s growth, both T. harzianumstrains tested, BHU-
BOT-RYRL4 and MTCC936, inhibited growth the most (83.17% and 72.13%, respectively).A rhizosphere
colonizationstudy showed that T.harzianumTr904, as well as T. gamsiiandT. afroharzianum competed with
Fusarium pseudograminearum for space and nutrients, preventing the disease caused by this pathogen.

In the dual confrontation of T. harzianum and Fusarium sudanense, the BCA parasites the pathogen by
degrading its hyphae and inhibiting its growth by competing for nutrients and space [41].In vitro, T. harzianum
also showed antagonistic activity against Alternaria cerealis, resulting in its growth being limited [46], and T.
harzianum T-soybean showed mycoparasitic activity against F. oxysporum, reducing its growthby 45.45%
[54].Dual confrontation assays were performed with two strains of T.hazianum, CMML20-26 and CMML20-27,
respectively. Asserted strong antimicrobial activity against and Fusarium ipomeae,Fusariumoxysporum, F.
solani, Penicillium citrinum, P. rotoruae, Aspergillus wentii, Mucor variicolumellatusand M. phaseolina[53]. T.
harzianumMRIOO01 parasitizes F. oxysporum, A. alternata, Aspergillus carbonarius, and A. flavus. This will
overgrowthe pathogens and reducing the production of the mycotoxins ochratoxin and aflatoxin B1, produced by
A. carbonariusand A. flavus respectively [8].

In a confrontational assay,T. harzianumcompetes for space with Colletotrichum truncatum, inhibiting
its growth [79]. Several Egyptian T. hazianumstrains were mycoparasitic against F. graminearum, M.
phaseolina, and F. solani. The strain T. harzianumTh6 was most effective against all three pathogens [24,23].

2.2.2 Secondary metabolites

T. harzianumproduces secondary metabolites with important biological properties.In maize roots, T.
harzianuminducesVOCs  and  exogenous  application of 6-PP  reduces damage  caused
byPhyllophagavetula[12],suggesting that the fungus' volatiles cause resistance in the plant, despite not observing
direct biocontrol of the pest. The ThMBF1 transcriptional coactivator of T.harzianum T34 is involved in
secondary metabolite synthesis. Regulation of BCA is vital to maintain biocontrol ability over B. cinerea and F.
oxysporum, since its overexpression significantly reduces BCA's ability to inhibit pathogen growth and confer
resistance.

Peptaibols are secondary metabolites from Trichoderma species with antibiosis activity against several
pathogens [54]. Three peptaibols from T. harzianumHK-61, named trichorzins HA 1, HA V, and HA VI,
reduced Vigna sesquipedalis lesions by 90% (trichorzin HA V).Secondary metabolites can be antibacterial or
antimicrobial. A fungal extract of T.harzianumCCTCC-RWO0024 showed antibiotic activity against F.
gramineraum, inhibiting pathogen growth by 96.3% [64]. A culture filtrate of T.harzianumT-soybean has
antifungal activity against F. oxysporum, which confers resistance in soybean to F. oxysporum[54]. Culture
filtrate from T. harzianuminhibits the bean pathogen Pythium ultimum. A combination of this filtrate and



chamomile extract reduces disease symptoms in Phaseolus vulgaris seeds[19]. Cell-free culture filtrates showed
fungal growth inhibition against Dematophoranecatrix, F.solani, F. oxysporumand Pythium aphanidermatum, at
a concentration of 25% of the filtrate.

2.2.3 Defence induction and priming

Besides, T. harzianumcan also induce resistance to nematodes and other pathogens.T.
harzianuminhibits the growth of Meloidogyneincognita in tomato plants. In plants, it induces the expression of
PR1, PR5, JERF3, and ACO, which are related to SA- and JA/Et-mediated defense responses.T. harzianum
induces plant defense systems against insects, such as Nezaraviridula, which feeds on plants. Aphids can also be
controlled with it by inducing the plant’s defense system against them [54]. Affected Tomato plants inoculated
with T. harzianum T22 also expressed more loxD and PIN2 genes related to the JA-mediated defense pathway
[1].T. harzianum T22 also stimulates strong VOC priming in tomato plants, attracting the parasite A. ervi, so the
plants can defend themselves against the aphid M. euphorbiae [54], reprogramming transcription factors and
metabolites to support induction of JA, Et, and ISR defense pathways, and increasing isoprenoid biosynthesis to
combat M. euphorbiae[54].

Among the defense responses of a plant, ROS production can be induced by beneficial microbes, such
as T.harzianuminducing the accumulation of H,O, and other defense-related enzymes, such as SOD, in Tomato
plants after infection by F. oxysporumf.sp. lycopersici[82] to protect against it.T. harzianumcolonizes cucumber
roots and reduces ROS and reactive nitrogen species (RNS). Pathogen-induced amplification, redox
homeostasis, and antioxidant enzymatic activity enhance plant protection [9]. T. harzianuminduced priming,
defense-related enzyme activity (PAL, POX, PPO), as well as antioxidant enzyme activity in chili pepper plants.
In addition, C. truncatum reduces symptoms caused by pathogens and ROS accumulation, thus protecting the
plant from them.

2.3Trichoderma asperellum

T. asperellumhas a wide range of temperatures, ranging from 25°C to 30°C, and is a cosmopolitan
species that occurs in agriculture and undisturbed soils [54], and has lifestyles ranging from saprotrophy to
biotrophy. After 5 days, dark green conidia form at the center of the colony in Petri dishes [78].

2.3.1 Competition

Along with T. atroviride, T. asperellumplays a significant role in pathogenic fungus control through
competition, hyperparasitism or antibiosis, inducing plant resistance [79,80,54].Among several strains of
Trichoderma, in dual culture with Fusarium camptocerus, Fusariumoxysporum, A. alternata, F. solani,
Colletotrichum gleosporoides, Ganoderma applanatum, B. cinerea and Cytosporachrysosperma.The
Trichoderma strain TaspHul, identified as T. asperellum, exhibited better biocontrol traits, inhibiting the growth
of the pathogens by showing mycoparasitic activity and competition for space and nutrients [81]. A dual
confrontation assay shows that T.asperelluminhibits the growth of Colletotrichum truncatum [79] of chilli.

Besides parasitizing other fungi, T. asperellumGDFS1009 is capable of parasitizing the moth
Ostriniafurnacalis, a Maize pest, when it ingests the BCA conidia, and when inoculated in Maize plants.T.
asperellumGDFS1009 induces POD, SOD, proline, protease, and PPO activities, increasing defense against the
moth and the co-inoculation with the well-known entomopathogen Beauveria bassianahas a better protection
effect in the plants [4].

2.3.2Secondary metabolites

The enzyme VEL1 is involved in secondary metabolite synthesis. Overexpression in
T.asperelluminduces the expression of defense-related genes in maize plants, which confers resistance
againstCohilohorusherostrophus&  Fusarium  verticilloides; co-cultivation of T. asperellumand B.
amyloliquefaciensprovides better protection against pathogens [33].Secondary metabolites from T.
asperellumsthat evoke defense responses include Epl1-Tas, which induces the expression of genes related to SA-
mediated defense pathways (NPR1, TGA, and PR1), JA-mediated defense pathways (COI1, JAZ, MYC2, and
ORCAB3), and auxin signaling (TIR1 and ARF1).PdPap increases defense-related enzyme activity, conferring
over 90% more resistance to A.alternata[80]. The expression in plants of the class Il hydrophobin HFBII-4 from
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T. asperellumACCC30536 in PdPap plants alters the expression of genes related to auxin signaling, SA and JA
defense pathways, and defense-associated enzymatic activity (PAL, POD, PPO enzymes), reducing ROS
accumulation and diminishing lesion area caused by A. alternata[84]. TaspHul makes tomato plants more
resistant to A. alternataby inducing plant defense pathways, as indicated by increased expression of JARL,
MYC2, NPR1, PR1, and GH3.2 genes [81].

2.3.3Defense induction and priming

Pisum sativum plants induced by T. asperellum T42 show enhanced antioxidant activities and lignin
accumulation after infection by Erysiphe pisi, and co-culture with Pseudomonas fluorescens increases HR
strength [52].T. asperellum induces priming, defense-related enzymatic activity, and antioxidant activity in chili
pepper plants upon infection with C. truncatum, reducing the symptoms and conferring resistance.A root dip
with T.asperellumT1 increases B-1,3-glucanase, chitinase, POX, and phenol oxidase activity in lettuce,
conferring resistance to C. cassiicolaand C. aeria[3].

2.4Trichoderma virens

It is a ubiquitous fungus that is isolated from soil and plants. There are two strains that can be
distinguished by their secondary metabolite production in nature. The Q strain produces gliotoxin,
dimethylgliotoxin, and viridiol. In contrast, P strains produce gliovirin, heptelidic acid, viridiol, and viridin[26].

Glyotoxin and gliovirin are two of the most important metabolites produced by this fungus. It has been
reported that they exhibit strong toxic activity and play a role in the establishment of beneficial interactions with
plants as well as pathogenic interactions with plant pathogens [54]. The use of secondary metabolites by this
fungus as a primary biocontrol mechanism makes sense, given its strong reliance on secondary metabolites. As a
result, mycoparasitism is also significant for T.virens' biocontrol capacity, as it also induces plant defense
responses in order to protect plants from different pathogens by promoting plant defenses.

2.4.1 Competition

As an effective mycoparasite and antagonist, T. virens can inhibit the growth of several plant and
fungal pathogens, including F. oxysporumf.sp. physalia. Dual confrontation with T. virens GI006 and Bacillus
velezensis Bs006 supernatant inhibits its growth. The major reduction in pathogen growth occurs when
confronted with BCA alone (above 70%) [29]. Dual confrontation assays showed mycoparasitic activity over
R.solani, penetrating the pathogen hyphae [20], inhibiting its growth. Its mycoparasitic abilities have been
known for several decades, when it was first observed as coiling hyphae around R. solani in 1932 [51].

2.4.2 Secondary metabolites

T. virensIMI 304061 is a strain of T. virens that has a better antibiosis effect when it comes to Pythium
aphanidermatum. It also confers increased protection in Cicer arietinum plants against Sclerotium rolfsii[54].
Gliotoxin from T. virens T23 controls S. rolfsii, damaging the pathogen's hyphae [27]. The volatile and non-
volatile SMs from T. virens ZTO05 inhibited the growth of R. solaniat 80.1% and 63.32% respectively. The non-
volatile SMs repressed defense-related enzymatic activity in R. solani, indicating that BCA could regulate the
pathogen's defense mechanism against the mycoparasite [20]. Chitinase and cellulase protein activity are
significant traits in BCA. Several T. virens mutant strains with enhanced chitinase and cellulase activities
inhibited R. solanigrowth in dual confrontation assays than the T. virens wild-type strain [54].

Cell-free supernatants, such as T. virens GI0O06 used alone or in combination with cells or cell-free
supernatants from B. velezensis Bs006, can be used to test secondary metabolites produced by microorganisms.
The culture filtrates from T. virensis have antagonistic activity against F. oxysporumf.sp. physalia, decreasing
disease severity in plants of this species.

2.4.3 Defense induction and priming

T. virens induces plant defenses, conferring resistance to different pathogens. For example, T. virens
IARI-P3 increases PR10 expression in susceptible and resistant Vigna radiata plants when infected with R.
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solani, resulting in a significant reduction in disease symptoms [16].T. virens increases the expression of two
oxylipin genes in Maize plants, 12-OPDA (12-Ox0-10(Z),15(Z)-phytodienoic acid) and 9,10-KODA (10-o0xo0-9-
hydroxy-12(Z), 15(Z)-octadecadienoic acid), thus conferring resistance to the pathogen Colletotrichum
graminicola [75,76].

T. virens TriV_JSB100, or the fungus, induce priming in Tomato plants upon infection with F.
oxysporumf.sp. lycopersici, diminishing the symptoms caused by the pathogen [31]. T. virens inoculation
induced the JA-mediated defense pathway in the plant. In contrast, the fungal culture filtrate primarily triggers
the SA-mediated defense pathway, resulting in overall resistance to the pathogen.

2.5Trichoderma longibrachiatum

Agricultural soils, mushrooms, and marine environments are common habitats for T. longibrachiatum,
which can cause cardiac and pulmonary mycoses in immunocompromised individuals [58,18,21]. Although it is
reported to exert parasitism and induce plant defense systems, it has also been reported to produce several
significant secondary metabolites.

2.5.1 Competition

According to the dual confrontation assays, T. longibrachiatum EF5 exhibited mycoparasitic activity
against M. phaseolina, hyphal entanglement was observed between both fungi [68] and mycelia modifications
showed antagonistic effects against M. phaseolina and S. rolfsii.

Mycoparasites of T. longibrachiatum (TG1) coil around Fusarium pseudograminearum in a
mycoparasitic interaction. Wheat plants under salt stress conditions, the BCA reduces disease symptoms. Under
field conditions, T. longibrachiatum T7407 competed with the pathogen Magnaporthiopsis maydis in soil,
protecting Maize plants and reducing disease incidence. In addition to being a mycoparasite, T. longibrachiatum
T7407 also protected maize plants from this pathogen.There is evidence that T. longibrachiatum T6 parasitizes
Heteroderaavenae eggs and second-stage juveniles, reducing their viability.

2.5.2 Secondary metabolites

A crude fungal extract containing peptaibols from T. longibrachiatum has antibacterial activity against
M. luteus[54]. Pyriculariaoryzae is a Rice pathogen and synthetic analogy to the peptaibol Trichogin GA IV
from T. longibrachiatum are effective antagonistic compounds to inhibit it. It has been shown that synthetic
analogy can reduce disease symptoms in Barley and Rice plants [66], which suggests that they can serve as
biocidal compounds rather than chemicals. In contrast to chemical compounds, crude fungal extracts containing
peptaibols from T. longibrachiatum IRAN 3067C inhibited several plant pathogens, notably R. solani and A.
solani [54].

2.5.3 Defense induction and priming

A novel strain of T. longibrachiatum H9 colonized cucumber roots and induced JA/ET and SA
defensesignaling pathways, which conferred resistance to B. cinerea [54]. As well as increasing flavonoid and
lignin content, T. longibrachiatum T6 also induced defense-related enzymatic activity in wheat roots, conferring
resistance to H. avenae [85].

2.6Trichoderma viride

The optimal growth temperature is 25°C; the isolate can be separated from soil and organic matter.
Some strains have a faint coconut smell. Conidia can be observed after two days in some strains. It is one of the
most common species of soil plants.

2.6.1 Competition

Due to its mycoparasitic ability, T. viride has been used as a biocontrol agent, particularly in the control
of fungal pathogens like F. moniliforme, Cryphonectriaparasitica, andSchizophyllum commune. The use of



commercial enzymes derived from T. viride causes damage to the silkworm Bombix mori [5], suggesting that
this fungus may degrade chitin from insects causing plant diseases.In dual culture experiments, T. viride
competed for nutrients and space against Sclerotinia sclerotiorum, presenting an inhibitory zone in the culture
plates after day 4 of interaction, indicating an antibiosis mechanism exerted by the agent. On day 6, T. viride
inhibited the pathogen by 67.284% [40].The growth of Fusarium solani, R. solani, and S. rolfsii was limited by
T. viride in dual confrontation assays [2].

2.6.2 Secondary metabolites

T. viride produces antifungal SM. It was found that crude mycelial extract and ethanolic extract from
this fungus had antifungal activity against Candida albicans, Fusarium solani, Fusarium oxysporum, R. solani,
and Pythium ultimum. In addition, it had antibacterial activity against Bacillus subtilis, Escherichia coli, and
Pseudomonas fluorescens, with a clear indication of inhibition zones. Antibacterial activity was found in T.
viride VOCs against B. subtilis and E. colialsoantifungal activity against C. albicans, F. solani, and R. solani[2].

The inoculation of T. viride alone or in combination with Trichoderma erinaceum suppressed
Sclerotinia sclerotiorum disease in Phaseolus vulgaris cv. Anupama plants under glasshouse conditions.
However, the combination of BCAs showed better results [40]. Also discovered that plants treated with either
Trichoderma species or their combination reduced ROS accumulation induced by the pathogen increasing
antioxidant activity.

3.Conclusion

Biocontrol agents are considered an environmentally friendly alternative to commercial pesticides and
fertilizers due to their detrimental effects on human and environmental health. There are different biocontrol
traits in Trichoderma, which makes it one of the most effective organisms studied against various plant
pathogens, not only controlling fungi and oomycetes, but also insectsand nematodes, either by limiting their
growth by competition, antibiosis, or parasitism, or by enhancing plant defense against them, making this fungus
an effective control option for a variety of phytopathogens.

To understand its interactions with the plant microbiome and its biocontrol characteristics, much work remains
to be done regarding the application of Trichoderma-based formulations in field conditions and interaction with
soilborne microorganisms. Further research is needed in this field.

References

1. Aling, T.; Cusumano, A.; Peri, E.; Torta, L.; Colazza, S. Trichoderma harzianumStrain T22 Modulates Direct
Defense of TomatoPlantsin Response to NezaraViridulaFeeding Activity.J.Chem.Ecol.2021, 47, 455-462.

2.Awad,N.E.;Kassem,H.A.;Hamed,M.A;El-
Feky,A.M.;Elnaggar,M.A.A.;Mahmoud,K.;Ali,M.A.IsolationandCharacterizationoftheBioactiveMetabolitesfr
omtheSoilDerivedFungusTrichodermaviride.Mycology2018,9,70-80.

3. Baiyee,B.;It0,S.;Sunpapao,A.TrichodermaasperellumT1Mediated Antifungal ActivityandInducedDefenseResp
onseagainstLeafSpotFungiinLettuce(LactucasativaL.).Physiol.Mol.PlantPathol.2019,106,96-101.

4. Batool, R.; Umer, M.J.; Wang, Y.; He, K.; Zhang, T.; Bai, S.; Zhi, Y.; Chen, J.; Wang, Z. Synergistic Effect of
Beauveria Bassiana andTrichoderma asperellumto Induce Maize (Zea mays L.) Defense against the Asian
Corn Borer, OstriniaFurnacalis
(Lepidoptera,Crambidae)andLarvallmmuneResponse.Int.J.Mol.Sci.2020,21,8215.

5. Berini,F.;Caccia,S.;Franzetti,E.;Congiu, T.;Marinelli,F.;Casartelli,M.; Tettamanti,G.Effectsof TrichodermavirideChiti
nasesonthe Peritrophic Matrix ofLepidoptera.Pest.Manag.Sci.2016, 72, 980-989.

6. Bissett, J.; Gams, W.; Jaklitsch, W.; Samuels, G.J. Accepted Trichoderma Names in the Year 2015. IMA
Fungus 2015, 6, 263-295.

7. Blair,A.;Ritz,B.;Wesseling,C.;Freeman,L.B.PesticidesandHumanHealth.Occup.Environ.Med.2015,72,81-82.

8. Braun, H.; Woitsch, L.; Hetzer, B.; Geisen, R.; Zange, B.; Schmidt-Heydt, M. Trichoderma harzianum:
Inhibition of MycotoxinProducingFungiandToxin Biosynthesis.Int.J.FoodMicrobiol.2018,280,10-16.

9. Chen, S.-C,; Ren, J.-J.; Zhao, H.-J.; Wang, X.-L.; Wang, T.-H.; Jin, S.-D.; Wang, Z.-H.; Li, C.; Liu, A-R;
Lin, X.-M.; et al. Trichodermaharzianumlimproves Defense Against Fusarium Oxysporum by Regulating ROS
and RNS Metabolism, Redox Balance, and EnergyFlowinCucumberRoots.Phytopathology2019,109,972-982.

10. Coninck, E.; Scauflaire, J.; Gollier, M.; Liénard, C.; Foucart, G.; Manssens, G.; Munaut, F.; Legreve, A.
Trichoderma atrovirideas aPromising Biocontrol Agent in Seed Coating for Reducing Fusarium Damping-off on
Maize. J. Appl. Microbiol. 2020, 129, 637-651.

11. Contreras-Cornejo,H.A.;Macias-Rodriguez,L.;Cortés-Penagos,C.;Lépez-

Comment [mm9]: Add references using
limited 5 years ago




12.

13.

14.

15.

16.

17.

18.

19.

20.

21.

22.

23.

24.

25.

26.

27.

28.

29.

30.

31

32.

33.

34.

Bucio,J. Trichodermavirens,aPlantBeneficialFungus,EnhancesBiomassProductionandPromotesL ateralRootGro
wththroughanAuxin-DependentMechanisminArabidopsis. PlantPhysiol.2009,149,1579-1592.
Contreras-Cornejo, H.A.; Macias-Rodriguez, L.; Real-Santillan, R.O.; Lépez-Carmona, D.; Garcia-Goémez,
G, Galicia- Gallardo A.P.;Alfaro- Cuevas R.;Gonzélez- Esquwel C.E.;Najera- Rmcon M.B.;Adame-
Garnica,S.G.;etal. InaBeIowgroundMultltrophlclnteractlon Trichoderma harzianuminduces Maize Root
Herbivore Tolerance against PhyllophagaVetula.Pest.Manag.Sci.2021,77,3952-3963.

Coppola, M.; Cascone, P.; Di Lelio, I.; Woo, S.L.; Lorito, M.; Rao, R.; Pennacchio, F.; Guerrieri, E.; Digilio,
M.C.
TrichodermaatrovirideP1ColonizationofTomatoPlantsEnhancesBothDirectandIndirectDefenseBarriersAgainst
Insects.Front.Physiol.2019,10,813.

Coppola, M.; Diretto, G.; Digilio, M.C.; Woo, S.L.; Giuliano, G.; Molisso, D.; Pennacchio, F.; Lorito, M.;
Rao, R. Transcriptome andMetabolome Reprogramming in Tomato Plants by Trichoderma harzianumStrain T22
Primes and Enhances Defense ResponsesagainstAphids.Front.Physiol.2019,10,745.

Dou, K.; Lu, Z.; Wu, Q.; Ni, M.; Yu, C.; Wang, M.; Li, Y.; Wang, X.; Xie, H.; Chen, J.; et al. MIST: A
Multilocus ldentification Systemfor Trichoderma.Appl.Environ.Microbiol.2020,86,1-13.
Dubey,S.C.;Tripathi,A.; Tak,R.ExpressionofDefense-
RelatedGenesinMungBeanVarietiesinResponsetoTrichodermavirensalone and in the Presence of Rhizoctonia
Solani Infection. 3 Biotech 2018, 8, 432.
Erazo,J.G.;Palacios,S.A.;Pastor,N.;Giordano,F.D.;Rovera,M.;Reynoso,M.M.;Venisse,J.S.; Torres,A.M.BiocontrolM
echanismsof Trichoderma harzianumITEM 3636 against Peanut Brown Root Rot Caused by Fusarium Solani RC
386. Biol. Control 2021, 164,1049-9644.

Georgakopoulou, V.E.; Melemeni, D.; Mantzouranis, K.; Damaskos, C.; Gkoufa, A.; Chlapoutakis, S.;
Garmpis, N.; Garmpi, A.;Sklapani, P.; Trakas, N.; et al.Firstcase of Pneumonia-Parapneumonic Effusion Due to
Trichoderma longibrachiatum.ID Cases 2021,25,e01239.

Ghoniem, A.A.; Abd El-Hai, K.M.; El-khateeb, A.Y.; Eldadamony, N.M.; Mahmoud, S.F.; Elsayed, A.
Enhancing the Potentiality ofTrichoderma harzianumagainst Pythium Pathogen of Beans Using Chamomile
(Matricaria chamomilla, L.) Flower Extract. Molecules2021,26,1178.

Halifu,S.;Deng, X.;Song,X.;Song,R.;Liang,X.InhibitoryMechanismofTrichodermavirensZT050nRhizoctoniaS
olani.Plants

Hatvani, L.; Homa, M.; Chenthamara, K.; Cai, F.; Kocsubé, S.; Atanasova, L.; Mlinaric-Missoni, E.;
Manikandan, P.; Revathi, R.;Déczi, I.; et al. Agricultural Systems as Potential Sources of Emerging Human
Mycoses Caused by Trichoderma: A
Successful,CommonPhylotypeofTrichodermalongibrachiatumintheFrontline. FEMSMicrobiol.Lett.2019,366,246.
Hawkins,N.J.;Bass,C.;Dixon,A.;Neve,P.TheEvolutionaryOriginsofPesticideResistance.Biol.Rev.Camb.Philos.Soc.2
018,94,135-155.

Hewedy,O.A.;AbdelLateif,K.S.;Seleiman,M.F.;Shami,A.;Albarakaty,F.M.;El-
Meihy,R.M.PhylogeneticDiversityofTrichoderma Strains and Their Antagonistic Potential against Soil-Borne
Pathogens under Stress Conditions. Biology 2020, 9, 189.

Hewedy,O.A.;Abdel-
Lateif,K.S.;Bakr,R.A.GeneticDiversityandBiocontrolEfficacyofindigenousTrichodermalsolatesagainstFusariu
m WiltofPepper.J.BasicMicrobiol.2020,60,126-135.

Hossain,M.M.;Sultana,F.;Islam,S.PlantGrowth-
PromotingFungi(PGPF):PhytostimulationandInducedSystemicResistance.InPlant-MicrobelnteractionsinAgro-
EcologicalPerspectives;Springer:Singapore,2017;VVolume2,ISBN9789811065934.

Howell, C.R.; Stipanovic, R.D.; Lumsden, R.D. Antibiotic Production by Strains of Gliocladium Virens and
Its Relation to theBiocontrolof CottonSeedling Diseases.BiocontrolSci.Technol.1993, 3,435-441.

Hua, L.; Zeng, H.; He, L.; Jiang, Q.; Ye, P.; Liu, Y.; Sun, X.; Zhang, M. Gliotoxin Is an Important Secondary
Metabolite Involved inSuppressionofSclerotiumRolfsiiofTrichodermavirens T23.Phytopathology 2021,111,1720—
1725.

Igiehon, N.O.; Babalola, O.O. Biofertilizers and Sustainable Agriculture: Exploring Arbuscular Mycorrhizal Fungi.
Appl. Microbiol.Biotechnol.2017,101,4871-4881.

Izquierdo-Garcia, L.F.; Gonzélez-Almario, A.; Cotes, A.M.; Moreno-Velandia, C.A. Trichoderma virens GI006 and
Bacillus

VelezensisBs006: ACompatiblelnteractionControllingFusariumWiltofCapeGooseberry.Sci.Rep.2020,10,6857.
Jepson,P.C.;Murray,K.;Bach,O.;Bonilla,M.A.;Neumeister,L.SelectionofPesticidestoReduceHumanandEnviron
mentalHealthRisks:A GlobalGuideline and MinimumPesticides List.LancetPlanet.Health2020, 4, e56—€63.
Jogaiah,S.;Abdelrahman,M.;Tran,L.-S.P.;1to,S.-1.DifferentMechanismsof Trichodermavirens-
MediatedResistanceinTomatoagainstFusariumWiltInvolvetheJasmonicandSalicylicAcidPathways.Mol.PlantP
athol.2018,19,870-882.

Karuppiah,V.;Li,Y.;Sun,J.;Vallikkannu,M.;Chen J.Vel1RegulatestheGrowthof TrichodermaatrovirideduringCo-
CultivationwithBacillusamyloliquefaciensandlsEssentialforWheatRootRotControl.Biol.Control2020,151,104374.
Karuppiah, V.; Zhixiang, L.; Liu, H.; Vallikkannu, M.; Chen, J. Co-Culture of Vell-Overexpressed
Trichoderma asperellumandBacillusamyloliquefaciens: AnEco-
FriendlyStrategytoHydrolyzetheLignocelluloseBiomassinSoiltoEnrichtheSoilFertility,PlantGrowthandDisease
Resistance.Microb.CellFactories2021,20,57.
Kashyap,P.L.;Rai,P.;Srivastava,A.K.;Kumar,S.TrichodermaforClimateResilientAgriculture. WorldJ.Microbiol.Biote



35.

36.

37.

38.

39.

40.

41.

42.

43.

44,

45.

46.

47.

48.

49.

50.

51.

52.

53.

54.

55.

56.

chnol.2017,

Kashyap, P.L.; Solanki, M.K.; Kushwaha, P.; Kumar, S.; Srivastava, A.K. Biocontrol Potential of Salt-
Tolerant Trichoderma andHypocrea Isolates for the Management of Tomato Root Rot Under Saline Environment.
J. Soil Sci. Plant Nutr. 2020, 20, 160-176.
Ketta,H.A.;Hewedy,O.A.E.R.BiologicalControlofPhaseolusvulgarisandPisumsativumRootRotDiseaseUsingTr
ichodermaSpecies.Egypt.J.Biol.Pest.Control2021,31,1-9.

Khan,M.S.;Gao,J.;Munir,l.;Zhang,M.;Liu,Y.;Moe,T.S.; Xue,J.;Zhang,X.CharacterizationofEndophyticFungi, Acrem
oniumSp., from Lilium Davidii and Analysis of Its Antifungal and Plant Growth-Promoting Effects. BioMed Res.
Int. 2021, 2021, 9930210.

Khan, R.A.A.; Najeeb, S.; Hussain, S.; Xie, B.; Li, Y. Bioactive Secondary Metabolites from Trichoderma Spp.
against PhytopathogenicFungi.Microorganisms 2020,8,817.

Kubicek, C.P.; Steindorff, A.S.; Chenthamara, K.; Manganiello, G.; Henrissat, B.; Zhang, J.; Cai, F;
Kopchinskiy, A.G.; Kubicek,E.M.; Kuo, A.; et al. Evolution and Comparative Genomics of the Most Common
Trichoderma Species. BMC Genom. 2019, 20, 485.
Kumar,S.;Shukla,V.;Dubey,M.K.;Upadhyay,R.S.ActivationofDefenseResponseinCommonBeanagainstStemR
otDiseaseTriggeredbyTrichodermaerinaceumandTrichodermaviride.J.BasicMicrobiol.2021,61,910-922.
Larran, S.; SantamarinaSiurana, M.P.; Rosell6Caselles, J.; Simén, M.R.; Perelld, A. In Vitro Antagonistic
Activity of Trichodermaharzianumagainst Fusarium Sudanense Causing Seedling Blight and Seed Rot on
Wheat. ACS Omega 2020, 5, 23276-23283.

Leal, C.; Richet, N.; Guise, J.-F.; Gramaje, D.; Armengol, J.; Fontaine, F.; Trotel-Aziz, P. Cultivar
Contributes to the BeneficialEffectsofBacillusSubtilisPTA-
271andTrichodermaatrovirideSC1ltoProtectGrapevineAgainstNeofusicoccumParvum.Front.Microbiol.2021,1
2,726132.
Li,T.;Zhang,J.;Tang,J.;Liu,Z.;Li,Y.;Chen,J.;Zou,L.CombinedUseofTrichodermaatroviridleCCTCCSBW0199a
ndBrassinolidetoControlBotrytisCinerealnfectioninTomato.PlantDis.2020,104,1298-1304.
Li,Z.;Jennings,A.WorldwideRegulationsofStandardValuesofPesticidesforHumanHealthRiskControl: AReview.
Int.J.Environ.Res.PublicHealth2017,14,826.

Macias-Rodriguez, L.; Guzman-Gémez, A.; Garcia-Juarez, P.; Contreras-Cornejo, H.A. Trichoderma
atroviridePromotes TomatoDevelopment and Alters the Root Exudation of Carbohydrates, Which Stimulates
Fungal Growth and the Biocontrol of
thePhytopathogenPhytophthoraCinnamomiinaTripartitelnteractionSystem.FEMSMicrobiol.Ecol.2018,94,137.
Mahmoud, G.A.-E.; Abdel-Sater, M.A.; Al-Amery, E.; Hussein, N.A. Controlling Alternaria Cerealis
MT808477 Tomato Phy-
topathogenbyTrichodermaharzianumandTrackingthePlantPhysiologicalChanges.Plants2021,10,1846.

Moreno-Ruiz, D.; Fuchs, A.; Missbach, K.; Schuhmacher, R.; Zeilinger, S. Influence of Different Light Regimes on
the MycoparasiticActivityand6-Pentyl-a-
PyroneBiosynthesisinTwoStrainsofTrichodermaatroviride.Pathogens2020,9,860.

Moustafa-

Farag,M.;Almoneafy,A.;Mahmoud,A.;Elkelish,A.;Arnao,M.B.;Li,L.;Ai,S.MelatoninandltsProtectiveRoleagai
nst BioticStressImpacts onPlants.Biomolecules2019,10, 54.

Mukherjee, M.; Horwitz, B.A.; Sherkhane, P.D.; Hadar, R.; Mukherjee, P.K. A Secondary Metabolite
Biosynthesis Cluster inTrichoderma virens: Evidence from Analysis of Genes Underexpressed in a Mutant
Defective in Morphogenesis and AntibioticProduction.Curr.Genet.2006,50,193-202.

Mukherjee, P.K.; Mehetre, S.T.; Sherkhane, P.D.; Muthukathan, G.; Ghosh, A.; Kotasthane, A.S.; Khare, N.;
Rathod, P.; Sharma,K.K.; Nath, R.; et al. A Novel Seed-Dressing Formulation Based on an Improved Mutant
Strain of Trichoderma virens, and Its FieldEvaluation.Front.Microbiol.2019,10,1910.

Mukherjee,P.K.;Mendoza-
Mendoza,A.;Zeilinger,S.;Horwitz,B.A.MycoparasitismasaMechanismofTrichoderma-
MediatedSuppressionofPlantDiseases.FungalBiol.Rev.2022,39,15-33.

Patel, J.S.; Kharwar, R.N.; Singh, H.B.; Upadhyay, R.S.; Sarma, B.K. Trichoderma asperellum(T42) and
Pseudomonas Fluorescens(OKC)-
EnhancesResistanceofPeaagainstErysiphePisithroughEnhancedROSGenerationandLignifications. Front.Micro
biol.2017,08,306.

Paul, N.C.; Park, S.; Liu, H.; Lee, J.G.; Han, G.H.; Kim, H.; Sang, H. Fungi Associated with Postharvest
Diseases of Sweet
PotatoStorageRootsandInVitroAntagonisticAssayof TrichodermaharzianumagainsttheDiseases.J.Fungi2021,7,
927.

Paulina G.G.; Ajay, K.; Sergio, S.V.; Fannie, P.C.Trichoderma species : Our best Fungal Allies in
the Biocontrol of Plant Diseases-A Review. Plants.12,432.
Phour,M.;Sehrawat,A.;Sindhu,S.S.;Glick,B.R.InterkingdomSignalinginPlant-
RhizomicrobiomelnteractionsforSustainableAgriculture.Microbiol.Res.2020,241,126589.

Poveda,J. TrichodermaasBiocontrol AgentagainstPests:NewUsesforaMycoparasite.Biol.Control2021,159,104634.
Rebolledo-Prudencio,O.G.;Estrada-Rivera,M.; Dautt-Castro,M.; Arteaga-Vazquez, M.A.;Arenas-
Huertero,C.;Rosendo-Vargas,M.M.;Jin,H.;Casas-Flores,S.TheSmalIRNA-
mediatedGeneSilencingMachinerylsRequiredinArabidopsisforStimulationofGrowth, Systemic Disease
Resistance, and Suppression of the Nitrile-specifier Gene NSP4 by Trichoderma atroviride. Plant J. 2021,109,873—



58.

59.

60.

61.

62.

63.

64.

65.

66.

67.

68.

69.

70.

71.

72.

73.

74.

75.

76.

77.

78.

79.

80.

81.

82.

890.

Recio, R.; Meléndez-Carmona, M.; Martin-Higuera, M.C.; Pérez, V.; Lopez, E.; Lopez-Medrano, F.; Pérez-
Ayala, A.
Trichodermalongibrachiatum: AnUnusualPathogenofFungalPericarditis.Clin.Microbiol.Infect.2019,25,586—
587.

Reithner,B.;lbarra-Laclette,E.;Mach,R.L.;Herrera-Estrella,A.IdentificationofMycoparasitism-
RelatedGenesinTrichodermaatroviride.Appl.Environ.Microbiol.2011, 77, 4361-4370.
Richardson,J.R.;Fitsanakis,V.;Westerink,R.H.S.;Kanthasamy,A.G.NeurotoxicityofPesticides. ActaNeuropathol
.2019,138,
Romero-Contreras,Y.J.;Ramirez-Valdespino,C.A.;Guzman-Guzman,P.;Macias-Segoviano,J.I.;Villagémez-
Castro,J.C.;Olmedo-Monfil, V. Tal6 from Trichoderma atroviridels a LysM Effector Involved in Mycoparasitism
and Plant Association. Front. Microbiol.2019,10,2231.
Salas-Marina,M.A.;Silva-Flores,M.A.;Uresti-Rivera,E.E.;Castro-Longoria,E.;Herrera-Estrella,A.;Casas-
Flores,S.ColonizationofArabidopsisRootsby TrichodermaatroviridePromotesGrowthandEnhancesSystemicDis
easeResistancethroughJasmonicAcid/EthyleneandSalicylicAcidPathways.Eur.J.PlantPathol.2011,131,15-26.
Sanchez-Cruz,R.;Mehta,R.;Atriztan-Hernandez,K.;Martinez-Villamil,O.;delRayoSanchez-
Carbente,M.;Sanchez-Reyes,A.; Lira-Ruan, V.; Gonzéalez-Chéavez, C.A.; Tabche-Barrera, M.L.; Bércenas-
Rodriguez, R.C.; et al. Effects on Capsicum
AnnuumPlantsColonizedwithTrichodermaatrovirideP.KarstStrainsGeneticallyModifiedinTaswol,aGeneCodin
gforaProteinwithExpansin-likeActivity.Plants2021,10,1919.

Saravanakumar, K.;Li, Y.; Yu, C.; Wang, Q.; Wang, M.; Sun, J.;Gao, J.; Chen, J. Effect of Trichoderma
harzianumon MaizeRhizosphere Microbiome and Biocontrol of Fusarium Stalk Rot.Sci.Rep.2017, 7, 1771.
Schouteden,N.;DeWaele,D.;Panis,B.;VVos,C.M.ArbuscularMycorrhizalFungifortheBiocontrolofPlant-
ParasiticNematodes: AReviewoftheMechanismsinvolved.Front.Microbiol.2015,6,1280.

Sella, L.; Govind, R.; Caracciolo, R.; Quarantin, A.; Vu, V.V.; Tundo, S.; Nguyen, H.M.; Favaron, F.;
Musetti, R.; De Zotti, M.Transcriptomic and Ultrastructural Analyses of PyriculariaOryzae Treated with
Fungicidal Peptaibol Analogs of TrichodermaTrichogin.Front.Microbiol.2021,12,753202.
Singh,G.;Katoch,A.;Razak,M.;Kitchlu,S.;Goswami,A.;Katoch,M.BioactiveandBiocontrolPotentialofEndophyt
icFungiAssociatedwithBrugmansiaaurealLagerh.FEMSMicrobiol.Lett.2017,364,194.

Sridharan, A.P.; Sugitha, T.; Karthikeyan, G.; Nakkeeran, S.; Sivakumar, U. Metabolites of Trichoderma
longibrachiatumEF5 InhibitsSoil Borne Pathogen, MacrophominaPhaseolina by Triggering Amino Sugar
Metabolism. Microb. Pathog. 2021, 150, 104714,

Stracquadanio, C.; Quiles, J.M.; Meca, G.; Cacciola, S.O. Antifungal Activity of Bioactive Metabolites
Produced by Trichodermaasperellumand TrichodermaatrovirideinLiquid Medium.J.Fungi2020,6, 263.
Thambugala, K.M.; Daranagama, D.A.; Phillips, AJ.L.; Kannangara, S.D.; Promputtha, I. Fungi vs.
Fungi in Biocontrol: AnOverview of Fungal Antagonists Applied Against Fungal Plant
Pathogens.Front.Cell.Infect.Microbiol.2020, 10, 604923.

Vargas, W.A.; Mukherjee, P.K.; Laughlin, D.; Wiest, A.; Moran-Diez, M.E.; Kenerley, C.M. Role of
Gliotoxin in the Symbiotic andPathogeniclnteractionsofTrichodermavirens.Microbiology2014,160,2319—
2330.

Verma, M.; Brar, S.K.; Tyagi, R.D.; Surampalli, R.Y.; Valéro, J.R. Antagonistic Fungi, Trichoderma
Spp.:Panoply of BiologicalControl.Biochem.Eng.J.2007,37,1-20.

Vinale, F.; Sivasithamparam, K. Beneficial Effects of Trichoderma Secondary Metabolites on
Crops.Phytother.Res.2020, 34,2835-2842.
Viterbo,A.;Horwitz,B.A.Mycoparasitism.InCellularandMolecularBiologyofFilamentousFungi;Borkovich,K.A
.,Ebbole,D.J.,Eds.;ASMPress:Washington,DC,USA,2010;pp.676-693.

Wang, K.-D.; Borrego, E.J.; Kenerley, C.M.; Kolomiets, M.V. Oxylipins Other than Jasmonic Acid Are
Xylem-Resident
SignalsRegulatingSystemicResistancelnducedbyTrichodermavirensinMaize.PlantCell2020,32,166-185.
Wang,K.-D.; Gorman, Z.; Huang, P.-C.; Kenerley, C.M.;Kolomiets, M.V. TrichodermavirensColonization
ofMaize RootsTriggers
Wagas,M.;Khana,A.L.;Hamayuna,M.;Shahzad,R.;Kang,S.M.;Kim,J.G.;Lee,|.J.EndophyticFungiPromotePlant
Growthand Mitigate the Adverse Effects of Stem Rot: An Example of Penicillium citrinumand Aspergillus terreus.
J. Plant Interact. 2015, 10,280-287.
Wu,Q.;Sun,R.;Ni,M.;Yu,J.;Li,Y.;Yu,C.;Dou,K.;Ren,J.;Chen,J.lIdentificationofaNovel Fungus, Trichoderm
aasperellumGDFS1009, and Comprehensive Evaluation of Its Biocontrol Efficacy. PLoS ONE 2017, 12,
e0179957.

Yadav, M.; Dubey, M.K.; Upadhyay, R.S. Systemic Resistance in Chilli Pepper against Anthracnose (Caused
by Colletotrichumtruncatum) Induced by Trichoderma harzianum, Trichoderma asperellumand
Paenibacillusdendritiformis.J. Fungi 2021, 7, 307.

Yu,W.;Mijiti,G.;Huang, Y .;Fan,H.;Wang, Y .;Liu,Z.Functional AnalysisofElicitingPlantResponseProteinEp
11-TasfromTrichodermaasperellumACCC30536.Sci.Rep.2018,8,7974.
Yu,Z.;Wang,Z.;Zhang,Y.;Wang,Y.;Liu,Z.BiocontrolandGrowth-
PromotingEffectofTrichodermaasperellumTaspHullsolatefrom Juglans MandshuricaRhizosphere
Soil.Microbiol.Res.2021, 242,126596.

Zehra, A.; Meena, M.; Dubey, M.K.; Aamir, M.; Upadhyay, R.S. Synergistic Effects of Plant Defense
Elicitors and



83.

84.

85.

86.

TrichodermaharzianumonEnhancedInductionof AntioxidantDefenseSysteminTomatoagainstFusariumWiltDise
ase.Bot.Stud.2017,58,44.
Zeilinger,S.;Gruber,S.;Bansal,R.;Mukherjee,P.K.SecondaryMetabolisminTrichoderma—
ChemistryMeetsGenomics.FungalBiol.Rev.2016,30,74-90.

Zhang, H.; Ji, S.; Guo, R.; Zhou, C.; Wang, Y.; Fan, H.; Liu, Z. Hydrophobin HFBII-4 from
Trichoderma asperelluminducesAntifungalResistanceinPoplar.Braz.J.Microbiol.2019,50,603-612.

Zhang, S.; Gan, Y.; Ji, W.; Xu, B.; Hou, B.; Liu, J. Mechanisms and Characterization of Trichoderma
longibrachiatumT6 in SuppressingNematodes(Heteroderaavenae)inWheat.Front.Plant Sci.2017,8,1491.

Zhou, Z.; Zhang, C.; Zhou, W.; Li, W.; Chu, L.; Yan, J.; Li, H. Diversity and Plant Growth-Promoting Ability
of Endophytic
FungifromtheFiveFlowerPlantSpeciesCollectedfromYunnan,SouthwestChina.J.Plantinteract.2014,9,585-591.



